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HPEAUCJIOBUE

B mepBoii yacTH HACTOAMIETO YYeOHOTO MOCOOMS paccMaTPHBAINCHh Pa3HOO0-
pa3HbIE MPOIECCHI BOCITPOU3BOICTBA B CAMOM IIIMPOKOM OHMOJIOTHYECKOM KOHTEKCTE,
TaK KaK UMEHHO CITIOCOOHOCTh K BOCIIPOU3BOJICTBY SIBJISICTCS BaXKHEHIIICH aTprOyTHB-
HOI 0COOCHHOCTBHIO KMBOT'O KaK TaKOBOTO Ha BCEX €ro ypOBHSAX. M3laranuch Takxke
pa3HOOOpa3HEHIHUEe MPOIECChI, MPOUCXOSINNE B XOAC BOCIPOU3BOJICTBA OPTraHU3-
MOB Pa3HbIX CHCTEMATUUYECKUX TPYIII IS TOAICP KAHUS TIOMYJISIUH.

Ota — BTOpas — 9acTh MOCOOUS MOCBSAIIEHA PACCMOTPEHHUIO 00JIee TPaIUIIHOH-
HOTO ISl Y4eOHOTO Kypca dSMOPHOJIOTHY SIBJICHUS — PA3BUTHIO, T. €. (POPMHPOBAHUIO
MHOTOKJICTOYHOTO >KABOTHOTO OpPTraHW3Ma, BO3ZHUKAIOIIETO B PE3yJIbTATE MOJOBOTO
Pa3MHOXEHHUS.

Koneuno, nporiecchl pa3BuTHsi oOpraHu3Ma 00yCIOBIICHBI TEHOTHUIIOM, c(hopMu-
POBaHHBIM B XOJI¢ IMPOIIECCOB, €My MPEAIISCTBYIONUX. MOIIHO pa3BUBAOIICECs
B HACTOSIIIIEE BpeMs HampaBjecHUE OUOJOTUM PA3BUTHS — ATO U3YUEHHUE WX FeHeTHYe-
CKOM OOYCIJIOBJICHHOCTH M TE€HETHYCCKMX MeXaHU3MOB. OHAKO IOKa, MOXKaIyH, HET
OoJiee-MeHee MEeJIOCTHONM KapTUHBI ATUX MPOIeccoB. [ eHeTHKa pa3BUTHS JUIIb CKJla-
JbIBAeTCs, U €€ MOAXO0JbI U METOABI JOCTaTO4YHO crnenrduuasl. K Tomy ke aBTOpy
HACTOSAIIETO MOCOOMS HE YaI0Ch CUCTEMHO M3JI0KUTh UMEIOIIHUECS 110 3TOMY IIOBO-
ny 3HaHus. [loToMy OHH, K COXKaJeHHI0, GUTYPUPYIOT IOBOJBHO (hparMEeHTapHO.

HamomuuM, 9T0 B HanboJee THMHYHOM CITy4ae MUK Pa3BUTHS MHOTOKJIETOY-
HOT'O KHBOTHOTO BBITJISTAT CJICIYIOIIMM 00pa3oM (puc. 1); UCXOS U3 3TOro U OyAeT
MOCTPOEHO JTaJbHEHTIIee H3I0KEHNE:

(Cnopwa Jou
MYXCKanR 3aponbuuenan nnasma
ramera)

o -

Ooust OMNOACTBOPERVE  noogneHmE
& (eHckan ramera)

FTAMETOIEHE3
FACTPYNAUMA
Meramopdos
(y HeKOTOPLIX BHA0S)
OPTAHOIEHE3
NNYUHONHBIE
CTAQMU

Puc 1. [{ukn pa3BUTHS MHOTOKIETOYHOTO )UBOTHOTO (110: ['munbept, 2010)
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1. PEHOMEHOJIOT'US OHTOI'EHE3A METAZOA
1.1. HAYAJIbHBIE OTAIIbI PABBUTHUA METAZOA
1.1.1. Apobaenue

[Tocne oObenMHEHHST XPOMOCOMHBIX HAOOPOB 000MX MPOHYKJIEYCOB Cpasy ke
HAYMHACTCS MUTOTHUYECKOE JICJICHUE SApa 3UTOTHI. 32 ATUM CIICIYET CEepHsl NEJCHUH,
obOnagaronx psAaoM ocoOeHHOCTeH. B mepByro odepend oOpamaer Ha ce0s BHUMa-
HUE ClIeyIolIee:

1) OGpa3oBaBmIMecs KICTKH 3apOJIbIIa HE PACTYT — B IPOMEKYTKE MEKIY Je-
JICHUSIMH Macca MX IMUTOIIa3Mbl HE yBEIMUUBaeTCs. B pesynbprate cymmapHbiid 00b-
€M 1 Macca BCEX BO3HHKIIUX KJIETOK HE MPEBBIMIACT 00bEMa U UCXOAHOU MACCHI 3H-
TOTHI.

2) Mexnay tem koimuectBo JIHK B simpe yaBamBaeTcs mociie KaKJIoro Jiele-
HUS, KaK ¥ IpU OOBIYHOM MHTO3E.

Orta cepus AeNCHUIN HA3bIBACTCS OpobieHueM, TaK KakK, B OTJIIMYKUE OT OOBIYHO-
ro MHUTO3a, 3UTOTa Kak Obl ipoOUTCs Ha BCE Oosiee Menkue kietku. [locnennue Hasbl-
BAIOTCS O1acmomepamu, a pa3aeisionife uX MIOCKOCTH — Oopo30amu OpodieHUs.

CrnenoBatenbHO, OpobiieHUe — 3MO MHO2OKPAMmHble MUMomuiecKue OeneHus
3Ueomul, 8 pe3yibmame KOmopuvlx 3apoobiil CIMAHOBUMC MHO2OKIEMOUHbIM, He Me-
HA51 IPU DMOM CYUWECMBEHHO C80e20 00bEMA.

Taxkum 0Opa3om, B Xo/1e APOOJICHUS] BOCCTAHABIIMBACTCS XapaKTEPHOE TSI CO-
MaTHUYECKHUX KJIETOK COOTHOIIICHUE 00bEMO08 A0pa U YUMONIAIMbI.

HamomMHuM, 4TO B Iporiecce 0OTeHe3a B X0/1e OOJIBIIIOT0 pOCTa OOIUTA SACPHO-
MJIa3MEHHOE ($1/TI71) OTHOILIEHUE — T. €. COOTHOIIEHUE 00bEMa siipa U LUTOIIA3MbI —
pe3ko u3MensieTcsi. Harpumep, eciii y BECIIOHOTHX PaKoOB B OOITUTE JI0 Havajia pocTa
OHO cOCTaBisieT mpuMepHo 1/15, To B xoze OOJIBIIOTO POCTa OHO M3MEHSETCS JI0
1/1260; nms OOIMTOB MOPCKOTO €Ka COOTBETCTBEHHBIE BEIWYUHBI paBHBI 1/6 u
1/550. Emé 3HauuTenpHee MajaaeT s/TUl OTHOIICHHWE B SWIAaX ¢ OOJIBIIMM KOJIWYe-
CTBOM >kenTka. Takum o0Opa3om, OCHOBHOE OHOJOTHYECKOE 3HAYCHHUE APOOJICHUS U
COCTOUT B BOCCTAHOBJIEHUU MPUMEPHO TE€X BEIIUYUH SICPHO-TIA3MEHHOTO OTHOIIIE-
HUS, KOTOPBIE CYIIECTBOBAIHU JI0 Tieproja 60ibioro pocra. O60MM paccMOTPEHHBIM
00BEKTaM JIJIsl 3TOTr0 MOTpedyeTcst OT 6 10 7 neneHuid apobiieHust (IIpu 3TOM Y BECIIO-
HOTHX paka si/Tij1 OTHOIIIEHUE YMEHBIIMIIOCH B 84 pa3a, y MOpcKoro exa — B 91 pas).

Taxke y MHOTHX JKHBOTHBIX B 3TOT IEPHOJ MPOUCXOIUT PacHpe/ICICHUC IIH-
TOIUTA3MATUYCCKUX JECTEPMUHAHT — CIEU(DUIESCKUX MOJIEKYJ — IM0 OJracroMepam —
TaK Ha3bIBaeMasi ooniasmamuieckas ceepecayusi. Hanuane 3TUX CUTHAJIBHBIX MOJie-
KyJ o0ecreunBaeT B pa3HbIX 001acTsaX 3apojbiia auddepeHraibHy0 YKCIPECCUIO
TeHOB U (DOPMUPOBAHKE KIETOUYHBIX KJIOHOB, KOTOPBIE MPEICTABISIOT COOO0M 3aUaTKu
opraHoB ¥ TKaHeil. Ha cramuu apoOsieHnst 4acTo MPOUCXOIUT TaKkKe JTETEPMUHAIIUS
ocell cumMmempuu 3apojplna. 3aBepiiaeTcs apodiaeHue GOpMUPOBAHUEM OJIACTYIIBI
— Mopghonozcuyecku Heoug@epenyupo8anHo20 MHOTOKIETOUYHOTO 3apOJbIIia, 4acTo
MMEIOIIETO BHYTPEHHIOIO TIOJIOCTb.



[lepBbie nenenus apoOieHus y SHIEKIETOK OOJBIIMHCTBA KUBOTHBIX MPOXO-
JST CHHXPOHHO, TaKk 4To uncio 01actomepoB (N) yBennmunBaeTcsi B TEOMETPUUYECKOM
nporpeccun N=2" (rme N — umcio naencHuit). IIpoaoDKUTEILHOCT TTEpUoaa CHH-
XPOHHOTO APOOJICHUS pa3iudHa y Pa3HBIX BUIOB; OJWH M3 HamOoJee JIUTEIHHBIX
W3BECTHBIX MEPUOJIOB — 0 7 JACIEHUN — HAOII0JaeTCsl B AUIIEKIIETKAX UTTIOKOXKUX. Y
aM(pUOWi MOJHOCTHIO CHHXPOHHBI 4 TEPBBIX JCICHHUS IPOOJICHUS, Yy MOJIIIOCKOB
00BIYHO 3, y KPYTJIBIX YEPBEH, MIICKOMMUTAIONINX U HEKOTOPHIX APYTUX TPYII TaKUX
JieJIeHU# HeT BOOOIIIe: yXKe JIBa MEPBBIX OJacToMepa AesTcs Bpa3HOOOH.

VY pa3HbIX BUJOB XUBOTHBIX JPOOJIEHHE MMEET CBOIO OCOOCHHYIO OpraHu3a-
IO, XapaKTep KOTOPOl ompenesieTcs MPexk/ie BCEro CTPOCHUEM Siflla, B YaCTHOCTH

a) pacmpezieieHueM M KOJTUIECTBOM JKENTKa, a TAKKe

0) MoJ0XEeHNEeM MUTOTHYECKOTO BepeTeHa B OJacToMepax OTHOCUTEIBHO aHM-
MaJIbHO-BET€TATUBHOM OCH SIWIIA.

1.1.1.1. Tunsl apobieHus

Pasnuuator apoGnenue (puc.2):

- noanoe (eonobracmuueckoe),

- Henoanoe — (mMepobracmuueckoe) u
- nogepxHoCmMHOe — abacmuyecKoe.

Puc. 2. Tunsl gpo6nenus (mo: MBanosa-Kazac, 1950): A — romo6iactuueckuii (royIoTypus
Leptosynapta inhaerens (mo: Runnstrom, 1927); b — mepoGnactudeckuii (auckounganbHoe ApoodIIe-
Hue kapakatuibl) (o: Vialleton, 1888); B — abnactuueckuii (Hae3auuk Prestwichia aquatica)

Ilonueiv Ha3BIBaeTCS APOOJICHHUE, TIPU KOTOPOM SIMITO JACIUTCA Ha 0J1acTOMEpPHI
yenuxom. Takoe npoOiieHHE XapaKTEPHO I 01U20- U Me301eyumanbhblX, a TaKxKe
1Tl YMEPEHHO MeN0NeyumanbhblX Sull.

B cBoto odepenn, 1pobiieHHEe, B pe3ysibTaTe KOTOPOro 00pa3yroTcs GiacTome-
PBI IPUMEPHO OOUHAKOBBIX PA3MEPO8, HA3bIBAIOT PABHOMEPHLIM; €CIH Ke OIacToMe-
PBI SIBHO Pa3IMYarOTCsl IO BEIMYMHE — HepasHomephbvim (puc. 3). HepaBHOMEPHOCTH
JIPOOJICHHSI MOKET OBITH CBSI3aHAa C KOHIICHTpAIMEH JKEJITKa B BET€TaTHBHOM IIOJTY-



mapuu (puc. 3, A); MHOT/Ia OHa O0YCJIOBJIEHA COCPEIOTOYECHUEM B OTICIBHBIX OJia-
cToMepax OOJBIINX 00BEMOB CIEIMATM3UPOBAHHON IIMTOIIA3MbI, HATIPUMED, ITUTO-
IUTa3MBbI MTOJIIPHOM JIONIACTH Yy HEKOTOPBIX MOJUTIOCKOB (puc. 3, b), wiu uHbIMU TIpU-
YMHAMU, KaK B clIydae 00pa30BaHUsI MEKPOMEPOB Y MOpckoro exa (puc. 3, B).

Puc. 3. HepaBHomepHOe npobiienue. A — gpoOienue ycoHororo paka Sacculina carcini (1mo:
Bocquet-Vedrine, 1964); b — cragus 2 6macromepoB y Mouttocka Ilyanassa (mo: Clement, Lehman,
1956); B — npobnenne mopckoro exa Paracentrotus lividus, cragus 16 6iacromepos (1o: Bovery,
1907): B aHMMaIbHOM HOIYIIAPHH PACTIOI0KEHBI ME30MEPHI (CBETIIbIE); BETETaTHBHOE MOTyILIApUe
o0pa3oBaHO 4 MakpomepaMu (3a4epHeHbl) U 4 MUKpOMEpaMH (CBETIIbIE)

VY roj0BOHOTHX MOJUTFOCKOB, MHOTHX PBIO, a TaK)K€ Y PENTWIMN U TITHUIL IPOO-
JICHUE MPOUCXOJUT TOJILKO B OTHOCHUTEIHHO HEOOJBINON YacTH siila, 00pa3yromiei
KakK ObI TMCK HA IOBEPXHOCTH SUIEKIETKH, OTYETO U HA3BIBACTCS OUCKOUOATbHBIM.

Abnacmuueckoe (nosepxnocmmuoe) Opobienue XapaKTepHO IS IEHTPOJICIIH-
TaJbHBIX SUI] HACEKOMBIX, TIOITOMY €TI0 Ha3bIBAIOT TAKXKE YeHmpoieyumaivhvim. B
ATOM CJIy4yae MUTOKWHE3 M ACIICHUE ITUTOINIA3Mbl HE TTPOUCXOJST, IPOUCXOIUT TOJb-
KO KApuUOKuHe3: NENSATCS TOJNBKO siApa, KOTOpble HAXOAATCA B IEHTPAIbHON 001acTu
SIa, OTKYJla OHH MUTPHUPYIOT IO IHUTOIIA3MAaTHYECKUM TsDKaM, IMPOHU3BIBAIOIINM
STTI0, Ha TIOBEPXHOCTh. TakuM 00pa3oMm, JIUTEILHOE BPEMS 3apOIbIII HMEET CHHITH-
TUAJBHYIO0 CTPYKTYpYy. [lomaB B MOBEPXHOCTHYIO IMTOILIA3MATHUYECKYIO Onactemy
(umu nepunnasmy), sapa o0pa3yrOT CHHIMTHAIbHYIO Onactoaepmy. Jlaigee ona pas-
JIeJISIeTCsl Ha OTIENIbHBIC KIIETKH M JaéT HAYaJIo KJIETOYHOM OJlacToiepMe 3apOobliia.

[lo xapaxmepy pacnonoowcenus dOracmomepos 6 pazsu8arOUeMcs 3apoovliie
TaKXKe pa3lInyaroT. a) paduaivhoe, 0) bupaouanvHoe, B) CHUpaibHoe, T) ouiamepaio-
Hoe, 1) pOmayuoHHoe, €) Heynopsi0oyenHoe IpoOJIeHre, a TaKKe K) MaAOIUUHYIO Nna-
JIUHMOMUIO ¥ 3) NOIUAKCUATbHBLL TAT TpoosieHus (puc. 4).



Puc. 4. OcHoBHbIe THIIBI ApobeHus (mo: Jouaya, 2005): A — paguansHoe; b — OunatepansHoe; B —
oupanuansHoe; [ — cnupanbhoe; [l — nonuakcuansHoe; E — tabnmuunas nanuartomus (I — craaus 4
kietok; Il — cragus 8 knerok; I — cragus 16 kineTok)

MOKHO TIPE/IOKUTh U HHYIO KiacCH(PHUKAIIHNIO TUTIOB ApobsieHus (puc. 5):



I.lonobaacnivecxoe (nosnioe) ipobaeie

A Hioacuumansiibie sillicKncTKy
(KCATKA MO, PACCERH MO BCCH

ILHTONA33MC)
1. Pagssanssioe — —— —
{HrIOKOXHE, NAHICTHIIK)
2.CnupansHec
(KOABMATHIC MCpHY,
MOTICKH, ILIDCKIC SICpIn)
3. BstaarepansHoe
{oBoronNKH) — —

4. Bpawatesitoe —~
qyepeayrolicecs
(MJ’ICKOHHT}\IOUUIC. HEMUTO/LN )

B. Me30aCilit:uTbHBIC SIRLICKACTRH
{YMCPCHHOC KONHYICCTRO KCATKI,
coBpalmory Ha nereTaT HBHOM NOACE)

Pannasisitae (avehubing) O @ @ ——

I1. MepoGuacriueckae (Henomioe) apobacuie

A.Teroaecunristine
(KCATKI MHOMO BO BCCH FIUICKACTEY)

. Busarepanuioe —— —_ —_—
(reNORGHOTHE MOARIOCKI)

2. JnexomaanbHoe

(pWGLl, PERTIAMI, NTHIIL) - - -

D. HenrposictuTaInHIAC HENCKTICTR
{xenTok 8 ucHTPE ARLCKICTRH)

IMorepxuocTHOL =
(GONLWHNCTHO HACCKOMLIX) E’-—B -—O

Puc. 5. OcHoBHbIe TUMBI ApodseHus (1mo: ['onmuyenkos, 2004)

Paouanvnoe opobnenue. Y MHOTUX KMBOTHBIX (KHHJIAPUH, UTJIOKOKHE, HEKO-
TOpbIE TIEPBUYHOXOP/IOBBIC, PbIOBI, aMPpuOHK) npoodsiieecs U0 UMEET PaJHaIbHYIO
0Cb CUMMETPHH, IIPU KOTOPOH IIIOCKOCTh, MPOXOAsILas yepe3 Jr000i MepHuanaH, Je-
JUT 3apOJIbIII HA JIBE TEOMETPUUYECKHU TOXKJICCTBCHHBIC TMOJIOBUHBI. B »TOM ciydae
7IBa MEPBBIX JEJICHUS MPOXOAAT BO B3aUMHO MEPIEHIUKYISAPHBIX MEPUOUOHATLHBIX
IUIOCKOCTSIX, @ TPEThe — B 3K8amopuaivrotl mnockoctu. [locnenyromue aeneHus ye-
pEenyIOTCS B IIMPOTHONW M MEPUIUOHATBLHON TIOCKOCTSX. Eciu TpeThe nenenue mpo-
HCXOIUT B DKBATOPUATBHON IUIOCKOCTH, TO IPOOJICHWE HA3bIBACTCA PABHOMEPHbIM,
€CJIM K€ TJIOCKOCTh ITOTO ACNICHUSI CMEIIeHa B aHUMaJIbHOE MOyIIapue, TO IpooIie-
HUE Ha3bIBACTCS HEPABHOMEPHLIM M BENET K 00pa30BaHUI0 MUKPOMEPOB B aHUMaJlh-
HOM M MakpOMEpOB B BEr€TaTUBHOM Moutymapusx (puc. 6).



Puc. 6. Cragus 8 6mactomepoB u rpaduyeckoe n300pakeHue KOHTAKTOB MEXAY OllacToMepamMu
npu paguansHoM (A), ciupanbHoM (b) u GunarepansaoMm (B) apobiiennn ackapubl; CylecTBOBa-
HHUE KOHTaKTa Mexkay Oyiactomepamu b u By ackapuabl comuutesnbho (110: MiBaHoBa-Kasac, 1995)

CnupanvHoe Opobienue. Y aHHETUA U MOJUTIOCKOB B PE3YyJIbTaTe MEPBBIX JABYX
B3aMMHO TIEPICHIUKYJISIPHBIX MEPUIUOHAIBHBIX JCIICHUN 00pa3yroTcs 4eThipe OJia-
ctoMmepa. HaumHas ¢ TpeThero AeneHus MUTOTUYECKHE BEpEeTEHA PACIIONAratoTCs O/
HEKOTOPBIM YTJIIOM K MEpUANOHAIBHON TUIOCKOCTH. brarogaps stomy oOpa3yromuecs
YEeThIpE KIIETKM aHUMAaJbHOTO TMOJIyIIapusi HECKOIBKO CMEMIAIOTCS OTHOCUTEIHHO
KJIETOK BETE€TAaTUBHOTO KBApTETa W PACIIOJIATAIOTCS B IPOMEKYTKAX MEXIy ero OJa-
cToMepamu-kgadparmamu. Eciu cMelieHue mporCcXoAuT 1O 4acoBOM cTpelnke (mpu
HaOIIOICHUH C aHOMAJILHOTO TI0JII0CA), APOOJICHUE HA3BbIBAIOT OeKCUOMPONHBIM, €CITH
KE CMEIIEHUE MPOUCXOANUT B MPOTUBOIMOIOKHOM HAMpPABIECHUU — leomponubim. [lpu
MOCJIETYIONTUX JCJICHUSX HAKJIOHBI BEPETEH YEPEIYIOTCA: 3a IEKCUOTPOITHBIM CIIEITY-
€T JICOTPOIHOE JICJICHHE U HA000poT. B ciyuae cnimpanbHOTO IpOOJIEHUSI €r0 HepaB-
HOMEPHOCTh MOKET OOHApYKHUThCS YXKe IMOCie MEepBoro AesieHus Apoodsenus. Ecnu
Ha CTaJIUM YETHIPEX OJIACTOMEPOB BCE KIIETKH OAMHAKOBBIX Pa3MEpOB, TOBOPAT O 20-
MOK8aOpaHmuoM NPOOTICHUH, €CIIH K€ OHU Pa3IMualoTcs 1Mo pa3Mepam, TO — O ceme-
poxsaoparmuom (puc. 7).

Puc. 7. 'omokBagpaHTHOE U TETEPOKBAAPAHTHOE APOOJICHHUE, CTAIUS YETHIPEX OIacTOMEPOB: A —
axuypuabl Urechis caupo (mo: Newby, 1940); b — nonuxetst Arenicola (mo: Child, 1900)



HepaBHOMEpHOCTh JpOOJNIEHHS MOXKET MPOSABIATHCA M BIOJb AHUMAIBHO-
BEreTaTUBHON OCH: MIPHU JOCTATOYHO OOJIBLIMX 3amacax »KeJITKa OCHOBHOM (Berera-
TUBHBIN) KBapTeT MPEACTABICH Makpomepamu, a aHUMaIbHBIA —muxpomepamu. B
X0JIe chnupaibHo2o ApoOJieHHs 01acTOMEphl 3aHUMAIOT CTPOTO (PUKCUPOBAHHOE IO-
JIO’KEHHE B CUCTEME U 0003HAYAIOTCS CHIEIMATIbHBIMU UHIEKCaAMHU.

bunamepanvnuiti mun npobieHus XapakTepeH JUisl HEMATOo/, a TAKXKe sl MHO-
IUX JUYMHOYHOXOPJIOBBIX U OecuepernHbiX. Ero 0coOOEHHOCTh — paHHee MPOsIBICHUE
ounatepanbHOU cumMmeTpun. Hampumep, y 000J104YHUKOB MOApa3/IeICHUE Ha JIEBYIO U
IIPABYIO YaCTH MPOUCXOIUT YK€ IPU MEPBOM MEPUINOHAIBHOM JCIECHUU.

Hekoropble aBTOpBI BBIAEISAIOT B OCOOBIA, pomayuouHviti, TAN IpOOJIEHUS
MJIEKOITUTAIOIINX, Y KOTOPBIX OJIACTOMEPHI IPU BTOPOM JAPOOJICHUH JEISATCS BO B3a-
UMHO TIEPICHINKYIIIPHBIX IIOCKOCTAX (cM. 1.2.6.4.2).

HakoHel, y HEKOTOPBIX JKMBOTHBIX ONUCAHO BpalleHUE 0JIACTOMEPOB; H3MeE-
HEHHUE IOJIOKEHUs 0JIaCTOMEPOB OTHOCHUTENIBHO aHMMAaJIbHO-BEr€TaTUBHOM OCH, Be-
POSITHO, XapaKTEPHO IS psifa KHIIEYHOIIOJIOCTHBIX.

1.1.1.2. 3aKOHOMEPHOCTU U MEXaHU3MBbI IPOOICHUS

Urto ompenensier xapaktep ApooOsieHus? OTyacTH, KaKk y»Xe€ OTMEYanaoch, OH
OTIPEIEISIETCS, OCOOCHHOCTSIMU pAaCIpeCIICHUs] JKEITKa B SUIIEKICTKE: YBEIUYCHUE
KOHLIEHTPALUU KeNTKa 0OBIYHO MPUBOJIUT K 3aMeJIEHUIO 00pa3oBaHusl OOpo3/ B Be-
TeTAaTUBHOM TOJIYIIIAPHUH WIIA Ta)Ke K TTOJTHOMY TIpEKpaIeHuo aeiaeHuii. B atux ciy-
qasix HaOII0JaeTCs Mepoobracmuieckoe Wil abiacmudeckoe apoOJeHue.

Bwmecte ¢ TeM 04e€BUAHO, YTO OCOOCHHOCTH TOTO WJIM MHOTO THUIA JPOOJICHUS
SIBJISTFOTCSL PE3YJIbTATOM JJIUTEILHOM 3BOJIIONMKM W KOHTPOJIUPYIOTCS HE TOJIBKO KOH-
IIEHTpaIeil JKeNTKa, HO U MHOTHMH (haKTOpaMmH, MPUPOJIa KOTOPHIX BO MHOTOM
OCTa€Tcs €IIe HE PACKPBITOM.

CpaBHEHHE Pa3HBIX THIOB APOOJIEHHS Y KUBOTHBIX To3Bomiio O. ['epTBUTY
(1849-1922) na ocHOBe mpaBWJ, MPEAJIOXKCHHBIX paHee Ooranukom lO. Cakcom
(1832—-1897) myist pacTUTEIBHBIX MEPUCTEM, BHIBECTH OUYCHb MPOCTHIC MPABUJIA 3aBHU-
CUMOCTH MEXy PACIOJOKEHUEM >KENTKA U TMOJOKEHUEM sJIep U BEPETEH JIEeTEHUS.

1. CornacHo mepBOMY M3 ATUX MPaBUJ, PO B SHUIEKIETKE WK OjJacTomepe
3aHUMAET LEHTP «aKTHUBHOW» (T. €. He3arpy>KEHHOM >KEITKOM) IIUTOIUIa3Mbl. Takum
0o0pa3om, Mpu aCUMMETPUYHOM PACTOJIOKEHUU aKTUBHOMN IIUTOIIa3Mbl MpeIonpee-
JISI€TCS U aHAJIOTUYHOE MOJIOKEHUE SApa.

2. CornacHo BTOpOMYy IpaBuily ['epTBUra, OCh BEpeTeHa JEICHUS COBMAIAET C
HarpapJICHUEM HauOOJIbIIEH TPOTHKEHHOCTH IIUTOIIa3MBl.

Bo MHorux ciydasx mpaBuia, YCTaHOBJICHHbIE ['epTBUIOM, ONpaBAbIBAIOTCS.
Tem He MeHee OHM BEpHBI HE BCErNia M, OYEBUAHO, OyAydu Cyry00 SMIHUPUIECKUMH,
HE PACKPBIBAIOT PEAIbHBIX MEXaHW3MOB JICTEPMUHAIINH TIJIOCKOCTEH IPOOIICHHUS.

Bremmonnennsle B koHie 1930-X IT. M3BECTHBIM IIBeICKUM 3MOpuoorom C.
I'epcragnycom (1898—1996) onbIThl HA MOPCKOM €3K€ TTOKa3aJM, YTO MOJIOKEHUE BeE-
peTéH B TOCIEOBATEIIbHBIE MOMEHTHI JIPOOJICHUS MPEAONpeAesieTCs] KaKUMU-TO
MpOIECCaMH B IUTOIUIA3ME, KOTOPBIE aKTUBHUPYIOTCS IMOCIE OMIOAOTBOpeHUsl. OH
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OOHapyXHJI, YTO, IIOMEIIAst SHIa MOPCKOTO €Ka B TUIIOTOHUYECKYIO CPEAY WUIIU IO/~
Beprasi UX BCTPSIXMBAHUIO, MOXKHO 3adepoicamb TO WIA MHOE JIeNeHUE IPOOICHHUS.
OnHAaKo MpHU 3TOM OKa3aJI0Ch, YTO BpEMS MOSBICHUS TOTO WM MHOTO MOJIOXKeE-
HUSI BEpeTeHa OTHOCHTEIHHO MOMEHTa OIUIOJOTBOPEHHSI OCTAETCSI HEM3MEHHBIM.
Hanpumep, ecnu 3aepxath nepBoe JelieHHe Ha OJUH UK, TO YKBaTOPHAIBLHOE Jie-
JIeHHe, KOTOpPOEe B HOPME SIBJISIETCS TPETbUM, IPOM30UIET Ha CTAJANU JBYX OJlacToMe-
POB, XOTsI TP HOPMAJIBHOM Pa3BUTHH JUIA STOW CTaJUM XapaKTEpHO MEPUIHOHAIIb-
Hoe neneHune. Kak M3BECTHO, MUKPOMEPHI BETETATHBHOTO MOJIYIIAPUS Y MOPCKOTO
€Xa BO3HMKAIOT MPU YETBEPTOM JEICHHUH IPOOJICHHUA, T. €. HA CTaAUU 00pa30BaHUsA
16-knerounoro 3apoapiia. OAHAKO TPH 3aJEp:KKE TPETHETO NEICHUS APOOSICHUS
dbopMUpOBaHHE MUKPOMEPOB MPOUCXOIUT CTPOTO «IIO PACHUCAHUIOM, T. €. Yepe3 Ta-
KO€ K€ BpeMs I0CJIe OTUIOI0TBOPEHUS, UTO U MPU HOPMAIBHOM Pa3BUTHH, HO Ha CTa-
JMH 9eTHIPEX OJIACTOMEPOB, a HE BOCBMH, KaK IIPH HOPMAIILHOM pa3BUTHH (puc. 8).

Puc. 8. Cxema skcniepumenTa ['epcraamyca 1o 3aiepxke JeICHUH JpOOJICHUS Y MOPCKOTO eXa
(mo: I'mnGept 1994): A — HopManbHOe pa3BuTHE; b — pasBuTHE NpU NOJaBIEHUH IEPBOTO
KJIETOYHOTO 1IMKJIa; B — pa3BuTHE NpH MOAABIEHNHN TPETHErO KJIETOYHOTO [IUKJIIA

N3 3TUX ONBITOB BBITEKAJIO JBA BaXKHBIX CJIEICTBUS. BO-MEpBBIX, OHU CBU]IEC-
TEIILCTBOBAJIU, YTO B JAPOOSIIEMCS SIHIe UMEETCS HeKUH «CUETYMK BPEMEHU», KOTO-
pBIiA, Oyaydu HE3aBUCUMBIM, TEM HE MEHEE, COMPSHKEH C MpoIeccamu, HEmocpe-
CTBEHHO KOHTPOJIUPYIOIIUMH KapUOKUHE3. BO-BTOPHIX, ONBITHI YKA3bIBAIM HA CYIIIE-
CTBOBaHUE MEXaHU3Ma, KOTOPHINA MPEIOoNpeaeIseT Mocae0BaTeIbHBINA PsJl COOBITUH,
pEATU3YIOIINX TEHETUYECKU JETEPMUHUPOBAHHYI) OPUECHTALIUIO BEPETEH JAECIICHUS.

OTHOCHUTENbHAsT aBTOHOMHMS Kapuo- U IIUTOKKMHE3a 00YCJIOBJIEHA TEM, YTO B MX
OCHOBE JIeXAaT Pa3INuyHble MEXaHU3Mbl. Kapuoxkunes NPOUCXOAUT MPU y4aCTUU MU-
TOTUYECKOTO BEPETEHAa, OCHOBY KOTOPOT'O COCTABJISIIOT MUKPOTPYOOUKH W3 OeKa Ty-
OynuHa. [JumokuHnes OCYIIECTBISAECTCS COKPATUTEIIBHBIM KOJBIIOM, KOTOpOe 00pa3y-
eTcsi B 00J1acTi 60PO3/bI APOOICHHS U3 aKTUHOBBIX MUKPO(PUIAMEHTOB.
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[Ipn HOpMambHOM pa3BUTHH OOpa30BaHHWE BepeTeHAa M OOpPO3IbI APOOICHUS
CKOOpPAMHHUPOBaHBI. J[aBHO OblJJa OTMEYEHA CBSI3b MEXKIY TOJOKEHHUEM MHUTOTHYE-
CKOTO BEpEeTeHA M HampaBlieHUEM OOPO3bl APOOJIEHUS: TTOCISAHS BCET/Ia IPOXOIUT
B TUIOCKOCTH MeTa(a3HOW TUIACTUHKH TEPICHIUKYISIPHO UIMHHOW OCH BEpEeTCHA.
OKCnepUMEHTAIbHBIE BO3JICUCTBUS, BEAYIIME K M3MEHEHUIO TOJIOKEHHS BEpeTeHa,
HEN30E)KHO BBI3BIBAIOT CMEIIEHHE OOPO3bI IPOOJICHHS B COOTBETCTBUHU C HOBBIM TTO-
JIOKEHUEM BepeTeHa. HeyaumBUTENBHO MO3TOMY, YTO TOSIBICHHWE CBEPXUYMCIICHHBIX
BepeTéH (Hampumep, MpHU MOTUCTIEPMHUH) PE3KO HapyIIaeT HOPMAJIbHBIA X0l pa3BU-
THS, a pa3pylIeHUe 3BE3]T BEpETeHA BEJET K OCTAHOBKE JIPOOIICHHUS.

[TonokeHne MUTOTHUECKOTO BEpETEHa, a CIIENOBATENbHO, M 3BE3M, 3aBUCUT HE
TOJILKO OT 3JIEMEHTOB IIUTOCKEJIETa, HO M OT APYTUX ITUTOIIA3MATHIECKHIX (haKTOPOB.

B HacTosmmee Bpemsi SMOPHOIOTHS HE pacIioaraeT JaHHBIMHU, KOTOPHIE MTO3BO-
UK OBl aTh CBSI3HBIA OYEPK MEXaHHU3MOB, JISKAINX B OCHOBE ()OPMHPOBAHUS TEX
WM WHBIX KOHKPETHBIX THUIIOB ApoOsieHHs. TeM He MeHee MMEIOIIMECs CBEICHUS
MO3BOJISIIOT YTBEPKAaTh, YTO THUIl JAPOOJIECHUS OMPENEAETCs CI0KHBIM KOMILIEKCOM
(akTOpoB, B TOM YHCJI€ TEHETMUYECKUMHU M KJICTOYHBIMH MEXaHW3MaMH, KOTOpbIC
KOHTPOJIUPYIOT U UHTETPUPYIOT MHOTHE 3JIeMEHTapHbIe mpouecchl. Cpenu mocie-
HUX 0CO00€ 3HaYEHUE UMEIOT COOBITHS, CBSI3aHHbIE ¢ cunmesom [JHK, opeanusayuetl
Kapuokuresa U yumoxkurezom. OTHOCUTENbHAS aBTOHOMHUS 3THX MPOLIECCOB CO3TAET
MPEANOCHUIKH (DOPMHUPOBAHMS B XOJI€ IBOJIOIMU >KMBOTHBIX Pa3HOOOPA3HBIX THUIIOB
IpOOJIEHUS.

1.1.1.2.1. Ocobennocmu Knemounozo yukia é nepuood opoodaeHus

Nrak, npoOneHue npeacraBisieT co00il nanunmomuyeckuti Iporece, Jjsi KOTo-
POTO XapaKTePEeH HEMPEPBIBHBIN PsiJl KICTOYHBIX JACICHUH, CASAYIONIUX OJHO 32 JIpy-
TUM Oe3 KomneHcamopHozo pocma kietku (puc. 9). B ommume or monomomuu
OOBIYHBIX COMATUYECKUX KJIETOK, Y KOTOPBIX MOCIE MUTOTUYECKOTO JIETICHUSI HACTY-
MaeT Mepruoj KOMIIEHCATOPHOTO POCTA, a CIECAYIOUIEE JACIICHUE BO3MOXKHO JIUIIb MIPU
JOCTHKEHUHU KJIETKON ONPENEIEHHOU MACCHI.

1

T2C e i e

O T1I T2 T3 T4q——

Puc. 9. Cxema manuaTomMuyeckoro (A) u MmoHoTromuueckoro (b) kinerounsix nukios (mo: JoHmaya,
2005): T1 — T4 — mocaemoBaTeNbHbBIE KICTOYHBIC IUKIIBI: IITPUXOBast JIUHUSA — KomuuecTBo JTHK
(2C-4C), crnomHast — Macca KJIeTKH. [[pyu maTuHTOMUYECKOM IIUKIIE OTCYTCTBYET KOMIIEHCATOP-
HBII POCT KJIETKU; IIUKJI HE UMeeT gap-Pa3. KieTouHblil TUKII MOHOTOMUYECKOTO THIIA HUMEET a3y
cuntesda JJHK (S), npecunternueckyro (G1) u npemurorudeckyto (G2) dassl, a Takke dazy MUTO3a
(M). Ilocne kaxxa0ro JeneHust Macca KJIeTKH BOCCTaHABIMBAETCS /10 HCXOJIHOTO YPOBHS
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To ecTb npu AeneHusix opobieHus KIETOUHbIN IUKA ykopoueH: cuHTe3 [JHK
OJIHOTO IIMKJa, KaK MpaBuiO, HAYMHACTCSA YXe B Tesnodasze Mpeablaylero AeyeHus,
Tak 4to (aza M u daza S nepekpriBatorcs. IToT cBepxpanHuit cuntes JJHK naunna-
eTcs ell€ Ha HE BIIOJIHE JEKOHJCHCHPOBAHHBIX XPOMOCOMaxX, T. €. 10 BOCCTaHOBJE-
HUSL CTPYKTYpbl uHTEep(dazHoro aapa. CUHTE3 00BIYHO UHULIMUPYETCS B KApUOMeEpaXx,
KOTOpBIE MPEICTABIAIOT COOOM OTAENbHBIE XPOMOCOMBI, OKPY>KEHHBIE COOCTBEHHOM
000JI0YKOH, cocTofAIlEeld U3 JABYX MEMOpaH: BIOCIEICTBUM KapUOMEPHI CIMBAIOTCS
MeXay coOoii, oOpa3ysa Tunu4yHoe HHTepdazHoe sapo. MoxHO mpeanonaraTh, 4yTo
cBepxpannuii cunre3 JAHK, nHabmonaemblili ipu ApoOIeHUH, KOppeaupoBaH ¢ (Hop-
MHUPOBaHHEM 000JI0UYEK BOKPYT OTAEIBHBIX XPOMOCOM.

B pe3ynbTaTe NpOMCXONUT MOCTOSTHHOE YMEHBIICHHE MACChI OTIAEIBHBIX KIIE-
TOK B XOJI¢ APOOJIEHUS, YTO, KAK YK€ OTMEUYaJoCh, BEIET K BOCCTAHOBJIEHUIO OOBIY-
HOT'O JUUISl COMaTUYECKUX KJIETOK AIEPHO-IUTOIIA3MaTUHYECKOTO OTHOLIEHHS.

Kierounble MUKIIBI B TIEPUOJ] IPOOJIEHUS OTIUYAIOTCS OT IUKIOB COMAaTHUYe-
CKHX KJIETOK HE TOJBKO CBOEU CTPYKTYypoil. BaxkHoil 0COOEHHOCTBIO, UMEIONIEH OYe-
BHUJIHBI aJallTUBHBIN XapaKTep, SBJISIETCS BBICOKAsk CKOPOCTh MPOXOKACHUS KIIETOY-
HOT'O IIMKJIA, €r0 OBICTPOTEYHOCTh, HMPEIONPEACIAIONIAs BHICOKYIO YaCTOTY KJIETOU-
HBIX JeneHuit. Hampumep, y apo3oduiibl feneHus sijaep B 3TO BPEMs MPOUCXOISNT
(mpu onTUMaNBEHOM TeMmriiepaType) Kaxibie 9,5 mun, npuuém cunre3 JHK npomo:n-
’xKaeTcst He O6oree 3,5 MuH, TOra Kak y B3pOCIbIX )KMBOTHBIX T€HEPAIIMOHHOE BpEMsI B
Pa3HbBIX TKAHAX UCUUCISAETCS MHOTUMH YaCaMH.

CKOpOCTh pEenpoayKIMH TFEHETUYECKOro MaTepuajia B MEepUuo] APOOJICHUS y
KUBOTHBIX CpaBHMMa CO CKOpPOCTbIO permkanuu renoma oakrepuu E. coli. Ctonb
owicTphiit cunTe3 JIHK Bo3mosken Omarogapst Tomy, uto HUTH JJHK B xpomocome »y-
KapuoOT MOApa3zesieHa Ha OOJIbIIOE YUCIO OTHOCUTEIBHO aBTOHOMHBIX €IWHHII pe-
IUIMKALUU — peniukoHos. B epuon 1poOiaeHns MMEeT MECTO BBICOKAsl CTENEHb CHH-
XPOHHOCTH PEIUIMKAIMKA BCEX PEIUIMKOHOB; M0 3aBEPIICHUU Mepuoaa IpoOIeHUsT uxX
opranusanus usmensiercs. [Ipm 3ToM ycTaHaBIMBaeTCsl ONpeneiaEHHas MOCien0Ba-
TEJIbHOCTh PEIUIMKALNU pa3HbIX yyacTkoB JJHK.

VY GoNbUIMHCTBA BUAOB Pa3IMYalOT NEPHUOAbl CUHXPOHHO20 W TIEPUOJ ACUH-
XpOHHO20 APOOIJICHUS, XOTs Y psJa KUBOTHBIX (TYOKH, HEKOTOpbIE KHUIAPUHU U HEMa-
TOJbI, MJICKOMTUTAIOIINE U JIp.) IPOOJECHUE C CAMOTO Hayaia HOCUT aCHHXPOHHBIN Xa-
paktep. JlecuHxpoHuzanus APOOJICHUS CBs3aHAa C U3MEHEHUEM CTPYKTYpbI IHKIIA:
YBEJIMUEHUEM TPOJIOJDKUTENBHOCTH (a3bl S, mosiBiieHueM «gap»-da3 (G1 u Gz). Dta
MepecTpoiika HUKJIa OOBIYHO KOPPETUPYET C MHTEHCU(PUKALUEH TPAHCKPUIIIUOHHON
AKTUBHOCTHU 3UTOTUYECKOT0 T€HOMA.

@akTOpbl, THULMUPYIOIIUE U KOHTPOJIUPYIOUIUE [UKINYECKUN MpOLEcC Kie-
TOYHOMN PENPOAYKIMU, HAXOIATCS B IUTOIIA3ME. [[eMCTBUTENBHO, YACTOTA JACJICHUN,
mutenbHocTh cuHTe3a JIHK y MexBUIOBBIX TMOpPHIOB MMEIOT T€ K€ XapakTe-
PUCTUKH, YTO M Y MATEPUHCKOrO BUjJA. TeMIl KIETOYHBIX JEICHUN y OAHOTO BUJA
MOXHO W3MEHHUTh, UHBELUUPYS UTOILUIA3My JIpyroro Bunaa. [Ipu 3ToM CBONCTBO U3-
MEHSATh yacmony AENEHUH IUTOIUIa3Ma siiflia MpruoOpeTaeT TOIbKO MOCie pa3pylie-
HUSI 3apOJIBIIEBOrO My3bIPbKa, KOTJa CMEIIMBAIOTCS [IUTOIIA3Ma U KapuoIuia3mMa.

13



1.1.1.2.2. /Ilpobnenue u oonnazmamuueckasn cezpezauus

HamoMHuM, 4TO ooIUIa3MaThyeckas cerperauus — 3TO HEpaBHOMEPHOE pac-
npeneneHue KOMIIOHEHTOB IUTOIIAa3Mbl SIMIEKIeTKU. B Xoae apoOsieHus: mpoucxo-
IUT pacupesiesICHUE pa3InyHbIX BEIIECTB, COAECPKAIIMXCA B HUTOIUIA3ME 3UTOTHI, 11O
6mactomepam. [Ipu 3TOM pazHOpPOAHBIE MO COCTABY YYACTKH IIUTOIIA3MbI TIOMAJAI0T
B KJIETKH, KOTOPbIE JAIOT HAYaJlo Pa3HbIM 3a4aTKaM.

Oco0oe 3HaueHue Al CynbOBl PAa3BHBAIOIIETOCS 3apoiblllia UMEET, OJIHAKO,
cerperamusi «<MHCTPYKTUBHBIX» MOJIEKYJI, Ha0I0jaeMas B IEpHoJT IPOOICHUS Y MHO-
I'MX >KMBOTHBIX: MaTEpPUHCKHE IUTOIIa3MaTH4ecKue (aKTOpbl, MOoMagas B T€ WIH
UHBIE 0JaCTOMEpHI, aKTUBUPYIOT CHIEU(pUUYECKHUE TPOrpaMMbl Pa3BUTHS U JETEPMHU-
HUPYIOT Pa3HOOOpAa3HbIE 3aUaTKH.

braromapsi OTHOCUTENBHO HEOOJBIIOMY YHCIY KJIETOK M B BBICHIEH CTENECHH
KOHCEPBAaTUBHOMY XapaKTepy ApOOJIeHUs Yy 3apOAbIIIel aHHEIU U MOJUTFOCKOB y/a-
JIOCh € OOJIBIION TOYHOCTHIO MPOCIEAUTH CYAb0Y Kaxkaoro Omactomepa. [lokmerou-
HO€ TPOCIICKUBAHUE I0KA3aJI0, YTO KOHKPETHBIE OJacTOMEphbl B XO0/€ IpOOJIeHUS
CTaHOBSITCS OCHOBATEISIMU KJIOHOB crelupuyeckd TUPHEepeHIUPYIOMUXCS KIETOK.
Taxoit npuHIMI GOPMUPOBAHUSA TEIAa MOYKHO HA3BaTh Men00.1acmuideckum, KOTOPBIA
JOBOJIHO IIHPOKO pacnpocTpan€H. CylnecTBoBaHUE TEI00JACTOB CBHJIETEIBCTBY-
€T O TOM, YTO Yy 3apojbllla MMEIOTCS T€HETUYECKH OOYCIIOBJIEHHBIE MEXaHU3MBI
ApoOJieHus, KOTOpble 00ECIIEYNBAIOT CTPOrO€ HACJIEIOBAHUE JAHHBIM 0JIACTOMEPOM
onpenen€éHHol 00nacTH IUTOILIA3MbI siflia. Pacripeaenenne pa3sHOPOAHBIX KOMIIO-
HEHTOB IMTOIUIa3Mbl OOLIMTA I10 3apOJIbIIY CO3AAET CBOCOOPA3HYI0 MO3aUKy LUTO-
MIa3MaTHYECKUX JIETEPMHUHAHT, MOYEMY TaKOW THIT Pa3BUTHUS U CTAJIM HA3bIBATh MO-
3QUYHBIM.

JleTepMUHUPOBAHHBIN XapakTep 0JaCTOMEpPOB, BO3HUKAIOMIMX B XOJ€ MO3auy-
HOTO ApOOJIeHUs, MOATBEPANIICS B MHOTOUHUCICHHBIX AKCIEPUMEHTAX MO U30JIALUU
WIM yCTpaHEHHIo 01acTOMEpOB M YyacTel 3apojsiiia. Hampumep, 3apoaplin MOJUTIOC-
ka Patella mocne copepxanusi B MOPCKOW BOJIE, JIMIIEHHON KaJIbLIMsl, pacnajaeTcs Ha
OTJENbHBIE KJIETKH; MOCJe MEPeHOca B HOPMAJIBbHYIO CPEly OHU MOTYT IMPOAOKUTH
pa3BUTHE.

Crnioco6 pa3BuTHs, NpyU KOTOPOM MOMAJaHUE HUTOIIa3Mbl ONPEEIEHHOTO TH-
na B OJacToMephbl KOppeIupyeT ¢ HampaBjieHueM auddepeHiuanu ux MmoTOMKOB,
IIMPOKO PACIPOCTPAaHEH Y KUBOTHBIX, BKIIOUYAST M HEKOTOPHIX BTOPUYHOPOTHIX.

[Tpoucxopsmias B nepuo IpoOeHUs OOIUIa3MaTHYecKas cerperanus JIeKHUT B
OCHOBE $IBJICHUS aBTOHOMHOM jAeTepMuHanuu (cMm. 2.1.6.), koTopas Hapsiay ¢ sMOpH-
OHaJIbHOM MHAYKIMeH (cM. 2.1.12) npencTaBiseT co00i OMMH U3 BaXKHEHUIIIMX MeXa-
HU3MOB JIETEPMUHALIMN 3a4aTKOB 3apO/IbIIIIA.

1.1.1.2.3. lemepmunamuenslit u pecyiamusHulil MUnsl pa3eumus

TpaauiMoHHO pa3INYaIOT KUBOTHBIX:
a) C oemepMUHaAmMueHbvIM 1
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0) pecynramuenbim TATIOM PA3BUTHS.

[Tpu >TOM TIOA OemepmunamusHbiyM TIOHUMAIOT PA3BUTHE, IPU KOTOPOM OIIpe-
JieJICHUEe CyAbOBI KIETOK MPOUCXOJUT B nepuood opoobienus, emge 10 Hadaia Mopdo-
TCHEeTUYECKUX JIBUKCHUHN KJIETOYHBIX Macc (mpucymie npencrasurenasm Ctenophora,
Lophotrochozoa, Ecdysozoa u nusmmmm Deuterostomia.)

Pecynamuenviii TATT pa3BUTHS C OTHOCUTENBHO NO30HUM OTPEICIICHUEM CY/Ib-
OBl 3a9aTKOB XapaKTepeH JJIsi MHOTHX KHUJapuil U Beiciux Deuterostomia. Hampu-
Mep, Y TIO3BOHOYHBIX )KUBOTHBIX aKTUBHOCTH COOCTBEHHOTO T€HOMA M JIETCPMUHAIIHSI
3a4aTKOB HAOJIOAAOTCS OOBIYHO IMOCJE 3aBEPIICHUs APOOJICHUs, Ha CTaAUH, KOI/Aa
3apO/IBIII TIPEICTABICH MHOTUMH ThICSYaMH KJIETOK. Y HACEKOMBIX C CHHIIUTHATIBLHON
CTPYKTYpO# 3apofpliia 00pa30BaHHE KIOHOB (32 MCKIIOYEHHEM pPaHO 000COOIsIOo-
IIUXCSI TIPBUYHBIX MOJIOBBIX KJIETOK) B TIEPHOA APOOJICHHS HEBO3MOXKHO B MPUHIIH-
ne. Crnenuukanys KIETOK Y 3THX KXUBOTHBIX MPOUCXOIUT TOJBKO HA CTaJWUU LIEJ-
JOJISIPU3ALIUU.

YTOYHUM, YTO TOA OemepMuHayuel 3a4amia NOHUMAEemcs COB0KYNHOCHb
npoyeccos, 61a200aps. KOMOpbIM YCMAaHasiusaemcs. (onpeoensemcs) cyovba e2o
paseumust; paHHUN, 0OpaTUMBIN dTall JeTePMUHAIINYU, B TEUCHHE KOTOPOTO MPOUCXO-
IUT TIEPBOHAYAIIBHOE MPOTPAMMHPOBAHUE CYABOBI 3aUaTKa WIH KIETKH, Ha3bIBAIOT
cneyuguxayuetl.

EcTecTBeHHBIM CJEICTBUEM paHHEH JACTepMUHAINH KJIETOK SIBISICTCS] CHIDKE-
HUE PErYJSTUBHBIX MOTEHIMH 3apojbiima. HampoTuB, crocoOHOCTh K peryisiiuu
JOJHKHA COXPAHATHCS JOJBIIE B Pa3BUTHH TE€X KUBOTHBIX, Y KOTOPBIX CyIh0a KIETOK
JIETEPMUHUPYETCS] HA OTHOCUTENBHO TIO3THUX CTATUsX SMOpHUOTEHE3a.

[Toxpa3znenenue Ha PETYISTUBHBIN U I€TEPMUHATUBHBINA THUITHI PA3BUTHUS BECh-
Ma ycnoBHO. [1o Mepe HakoIIeHHs] CBEACHUN O MOJIEKYJISIPHO-OUOIOTHYECKUX OCO-
OCHHOCTSX paHHEro 5SMOpUOTEHE3a, MO-BUIUMOMY, BCE TpyJaHEEe TOBOPUTH 00
000co0eHHbIX TUNax paszButus. Ckopee, UX MOXHO paccMaTpuBaTh KaK OCHOBHBIC
TEHJCHIIMU 3BOJIIOLIMYA SMOpUOTeHe3a.

1.1.2. baacryaa

B coBpemeHHON nuTeparype MNEpUOJ ACHUHXPOHHBIX JEJICHUN ApoOIeHus
WHOT/Ia Ha3bIBAIOT TIEpUOJIOM Onacmynayuu. Kak cienyer u3 Ha3BaHUs, KOHEUHBIM
pe3yiabTaTOM 3TOTO Tpoliecca siBiisieTcsl popMupoBaHUe O.1acmynivi — OOBIYHO O/-
HOCJIOWHOT'O MHOTOKJIETOYHOTO 3apOJIbIllia, COCTOSIIEr0 U3 BHelIHe Heauddepen-
IIUPOBAHHBIX KJIETOK (XOTS B HACTOSIICE BPEMs MbI 3HAEM, YTO 3TH KJICTKH BO
MHOTHUX CITydasx OnpeAesieHHbIM 00pa3om crienuuiupoBansl).  ['panuia, oT-
JeJISoNIasl CTaAuio APOOJIECHUS OT CTaJANU OJACTYJBI JOCTATOYHO YCIIOBHA. TeMm He
MEHEE B OTHOILIEHHH KaXJ0ro KOHKPETHOTO BUAA OOBIYHO MMEIOTCS BIIOJIHE OIpe-
JIeJIEHHBIE KPUTEPUH, KOTOPBIE MO3BOJISIOT HE TOJIBKO OTJIMYAThH CTAJANIO OJIACTYIIbI
oT OoJiee paHHUX W OoJiee MO3HUX ATANOB PA3BUTHUS, HO U MOJPa3CIiATh CTAIUIO
0J1acTyJbl B CBOIO OYEPEb HA PAHHIOW, CPEOHIOI0 Y NHO30HIOIO.
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Y MHOTHMX *HUBOTHBIX BO BpeMs ApOOJEHUs BHYTPEHHUE KOHIIBI OJiacTome-
POB pacxoasaTcs el Ha paHHUX CTaJUiX, U MEXITy HUMHU BO3HUKAET CHadajia He-
OoJibIllasi, a 3aTeM BCE yBEJIMUYUBAIOLIASCA MOJOCTh — Oaacmoyens. [lepuonuuecku
00BEM 3TOH MOJOCTH TO YBEJIMUYMUBAETCA, TO YMEHBIIACTCS, U K KOHILY APOOICHUS
OH Y HEKOTOPBIX THUIIOB SMUIIEKJIETOK MOXET JOCTUTraTh 3HAYUTEIBHBIX Pa3MEpOB.
CoOTBETCTBEHHO 3apOBIII Ha 3TOM CTaauU pa3BUTHS U Ha3bIBaeTCs Oaacmynou. B
X0Jle JaJbHEUIero pa3BUTUs OJIACTOLEIb MPEBPAIIACTCS B NEPEUUHYI0 NOAOCHIb
tena. [locnenusas y psga HU3MIKUX OECIO3BOHOYHBIX SBIISIETCS OCHOBHOM (HaIpu-
Mep, Y TNIOCKUX M KPYTJIBIX YepBeil), a y BBICIINX OECIIO3BOHOYHBIX W MO3BOHOY -
HBIX TIOYTH HAIIEJ0 BBITECHSIETCS BO3ZHUKAIOIIECH MO3KE 6MOPULHOU NOJOCMbIO Me-
na (yenomom).

bnacrornenb — nepBblii BOZHUKAIOIMIMNA MO X0y Pa3BUTUSA OTCEK BHYTPEHHEH
CpeIbl OpraHu3Ma, OTINYAIOIINICA TI0 CBOEMY HOHHOMY COCTaBY OT Hapy»XHOU cpe-
Ibl. OTO OOBACHSIETCS TEM, YTO KJIETKH €r0 CTEHOK, OTTOPa)KUBAIOIIME €ro OT BHEIII-
HEeW cpenpl, 00pa3yloT MEXay coOOW TMJIOTHBIE KOHTAKThl, HEMPOHUIAEMbIC IS
MOHOB.

Kak yxe ynomMuHanoch BbIIE, Yy 3apojbliieil ampuOUil UMEHHO Ha CTaJuH
cpeaHeilt 071acTybl MPOUCXOAUT AaKTUBALIMS TEHOMA 3aPO/IBIIIA.

Paznuuarot cinemyromue Trrbl omactyd (puc.10):

1) yenobracmyna xapakTepu3yeTcss HATMYUEM OJIACTOIES, BOZHUKAOIIETO BO
BpeMs ApOOJIeHUsI MyTEM PaCXOXKIEHUSI KIETOK, U CTEHKHU (01acToepMbl), COCTOSI-
e U3 OJHOTO, PEXKE HECKOIBKUX CIIOEB KIETOK;

2) cmeppobracmyna OTIMYACTCS OTCYTCTBHEM OJIACTOIEINS, TOYEMY COCTaB-
nstorre e€ KIETKH, PacloOKEHHBIE OJIHUM CJIOEM, UMEIOT KOHHUYECKYI0 (hopMy H
COTIPUKACAIOTCS CBOMMH BEPITUHAMU B IIEHTPE;

3) nrakyna — CUIBHO YIUTOMIEHHAS OJjlacTyna, uMmeromias GopMy IBYCIOHWHOM
TJIACTUHKY;

4) B Mopy/ie KIETKHU pacioiaratoTcsi 0ecrnopsiouHo, 0J1acTo1eNb OTCYyTCTBYET;

5) Ouckobracmyna obpasyercs B pe3yibTare JUCKOMIAIBLHOIO IPOOJICHUS U
uMeeT (opMy KIETOYHOTO KOJMadyka Ha IIapOBUIHOM Macce HepasleTuBIIErocs
KEJITKA; OHA TMPEJCTaBIsieT coOOM, B CYIIHOCTH, OYEHb HEPABHOMEPHYIO Iieno0Jia-
CTYJy WIH CTeppoOIacTyily, B BEreTaTUBHON YaCTH KOTOPOH KJIETOYHBIC TPAHUIIBI
OTCYTCTBYIOT;

6) nepubnacmyna sBISETCA Pe3yIbTaTOM IMOBEPXHOCTHOI'O JPOOJICHUS U OTJIH-
9aeTcs OT 1eJ00IaCTyJIIbI TEM, YTO Ha MECTEe 0JIACTOIEIIST HAXOJUTCS )KEIITOK; 7)
B CUHYUMUATbHOU OIACTYJe KIIETOYHBIE TPAHUIIBI OTCYTCTBYIOT.
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Puc.10. Tuns! 6nactyn (no: MBanosa-Kasac, 1995): A — uenob6nacryna; b — HepaBHomMepHas 11e-
nobnacryna; B — creppobinacryna; I' — HepaBHOMepHas creppooiacrtyna; [l — Mmopyina;
E — nuckobrnacryna; XK — rurakyna

[To-Buanmomy, HanOosiee TPUMUTUBHOMN ABIIETCS OJHOCIOWHAS paBHOMEpPHAs
1eJ100J1acTyJ1a, KOTOPasi pEKAUTYIUPyeT (GUIOTE€HETUYECKYIO CTANIO AapOBUIHON
KOJIOHMH TIPOTUCTOB J0 MpeBpalleHus e€ B paronuresnty. Bee ocranbHble THIBI O1a-
CTYJI NPOU3OLIIN BTOPUYHO H3-3a HAKOIUICHUS JKEITKA, YCIOKHEHUS OpPraHU3alluU
Ailla ¥ BOSHUKHOBEHUS CIIELIMAIN3UPOBAHHBIX (POpM ApOOIIeHUSI.

B HEKOTOpBIX CpPaBHUTENBHO PEIKHUX CIy4asX pa3Hble 00JIacTH OacTylibl
UMEIOT NpHU3Haku Mopdosornyeckol auddepenumanuu. Hanpumep, apobienue y
HEKOTOPBIX T'yOOK 3aBepllaeTcs 00pa30BaHUEM 3apO/Iblllia, OJJHA MOJIOBUHA KOTOPOTO
IIPEACTABICHA MEPLATEJIbHBIMU KJIETKAMHU CO XKI'YTUKAMH, a JIpyras — KpPyIHBIMU
3EpHUCTBIMU KJIETKaMU.

1.1.2.1. Tactpynsauus. 3apoAbIIIeBHIE JIUCTKA

[To 3aBepureHnn APOOICHUS TPOUCXOIUT U3MEHEHHE CTPYKTYPBI KJIECTOYHOTO
IIMKJIA: TIOSBIIIOTCS TIPECHUHTETHYECKAasl W TMOCTCHHTeTHYecKas (a3el. BeTymaeT B
JEHCTBHE MEXaHW3M, Pa3pelIaloInid JeICHUE JTUIh TeM KIIeTKaM, Macca KOTOPBIX
JOCTHTAET MCXOTHOTO YPOBHS, M, CIICOBATEIIPHO, BOCCTAHABIMBACTCS KOMIICHCA-
TOPHBIN POCT. B CHITy 3TUX IPUYUH NATUHMOMUYECKUL TIAKII CMEHSIETCS MOHOMOMU-
yeckum (cMm. puc. 9).

B onpenenénnbiit MOMEHT pa3BuTHs (Y MO3BOHOYHBIX — 3TO TOUYKA MEPEX0/ia Ha
cTaauu OJIACTYNBI) KJIETKH 3apojblllla MPUOOPETAIOT CIOCOOHOCTh K JBHIKCHHUIO.
Hauwunaercs stanm MopdoreHeTHuecKux mpeoOpa3oBaHUil — CTAHOBJICHHS MPOCTPaH-
CTBEHHOM OpraHW3alliuy 3apOIbIIa.

Mopdorenes 3apoppiiiia OO0YCIOBICH IEIbIM PSJIOM CKOOPAUHUPOBAHHBIX
MIPOIIECCOB, B TOM YHCIIC:

-pezynupyemou npoaughepayueil,

- UBMEHeHUAMU OopMbl KIemOoK U

- KIIeMOYHbIMU NepeMeujeHUIMU.
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MopdoreneTndeckne ABUKEHUS 00YCIOBIICHbI

a) Kak IMEePEeMEIICHUSIMU 0MOenbHblX KIETOK (pa3IuyHOro poja MUTPALH),

0) Tak U JABIKECHHEM KJIETOK 8 cocmase dnumenudibHoco niacma (dMATEN-
aJbHbIE MOP(OTEHE3HI).

OAHOBpPEMEHHO C MOP(OreHETUUECKUMHU COOBITUSIMU MOXKET MPOUCXOAUTH U
cneyugpurxayus (muddepeHIranms) KIeToK.

BaxxHo mnoguepkHyTh, uyTO IUTOonU(epeHanus U MOpHOreHEeTUUECKHUE
JBYDKEHUS MUMEIOT CaMOCTOSITEIbHBIC T€HETHYECKHE CHCTEMBI KOHTPOJIA. DTH TIPO-
IIECChI BITOJIHE aBTOHOMHBI, HO BMECTE C TEM OHHU B KaKJIOM KOHKPETHOM CJTy4dae CBsl-
3aHBI MEXKIY CO0OW OmpenenéHHBIMU MeXaHu3MaMu. biiaromapsi 5ToMy TOCTHUTAETCS
BBICOKAs CTETCHb KOPPEISAIUHA PA3IMYHBIX 3JIEMEHTOB MOPGOTEeHE3a W KIETOYHOMN
muddepeHnuanum.

K kxoHITy mpoOneHust y pa3HbIX )KUBOTHBIX KJIETKHU 3apOJBIIIa MOTYT HAXOIUTh-
Csl HA pa3MyHbIX dTanax auddepennuanyv. OHU MOTYT OBITH €I MOTHOCTBIO MO-
MUNOMEHMHBIMU U KOMMUMUposanHvimMu K auddepeHnuanud B ONpeneaéHHOM
HaIpaBJeHUH, HO, TEM HE MEHEeEe, CHOCOOHBIMH P ONPEACIEHHBIX YCIOBUIX U3ME-
HUTbH HAIPaBJICHHE CBOETrO pa3BUTHA. JleTepMUHALIMS KJIETOK B 3TOT paHHUU Mepruoj
Pa3BUTHS MOXKET OBITh U JIOCTATOYHO KECTKOM, MHOTIa HeoOpatumoi. Kak yxe oT-
MEYasocCh, MPAKTHUUYECKH y BCEX HMCCIIECIOBAHHBIX >KMBOTHBIX OOHAPY>KEHbBI KIIETKH,
MOJIyJarolyue B TMpoliecce APOOJICHUS IUTOIUIa3MAaTHUYECKUE JEeTEPMUHUPYIOIINE
dakTopsr ooruTa. [lo 3aBepuiernn IpoOICHUS 3TH KIETKHA B X0A¢ MOp(doreHeTHYIe-
CKHX JBUXCHUHN 3aHUMAIOT CTPOTO OTPEICIEHHBIC TO3HITHH.

Ilpoyecc nepsonauanvrozo mopghozenemuuecko2o npeobpazoeanus oaacmy-
JIbl, 8 X00€ KOMOpPO20 803HUKAEM NPOCMPAHCMEEHHoe 000cobeHue 3a4amKos, 0aio-
Wux npu oanvHeuuem pa3sumuu pasiuynsle mKaHUu U Op2aHbl, HaA3bl8AemMcs 2acmpy-
Jaayuel, a cam 3apoovliy Ha IMOU CMAOUU — 2ACMpPYIou.

[acTpynsius TpOUCXOIUT y BCEX TUIIOB MHOTOKJIETOYHBIX KHUBOTHBIX, 32 HUC-
KJIFOUEHHEM T'yOOK, Y KOTOPBIX HET MUIIEBAPUTEIHHOM CUCTEMbI, 0Opa30BaHHOMN HH-
tonepmoii. Ilo 3aBepiieHHH racTpyssiiiu OOBIYHO OOpa3yroTcs 000COOJICHHBIC B
MIPOCTPAHCTBE KJIETOYHBIE TEPPUTOPHUH — 3apooviutegble TUcmKu (TEOPHs 3apoblilie-
BBIX JINCTKOB PACCMOTPEHA B YACTH MEPBOM HACTOAIIETO Y4eOHOTO TTOCOOuS).

VY IBYXCIOWHBIX KUBOTHBIX Pedb HJIET O JABYX OCHOBHBIX 3auaTKaX — HapykK-
HOM U BHyTpeHHeM. Hapy KHBI JTUCTOK, WIIH 3Kmodepma, SBIIeTCS UICTOYHUKOM T10-
KPOBHOM Y HEPBHOM TKaHH; BHYTPEHHUH JIUCTOK (3HMOoOepma) o0pa3zyeT MuleBapu-
TEIBHYIO CUCTEMY.

VYV OO0JbIIMHCTBA COBPEMEHHBIX JKUBOTHBIX UMEETCS €II€ CPEIHHUM JMCTOK —
Me300epma, KOTopasi 00pa3yeT MyCKyIaTypy, COSTUHUTENIbHYIO TKaHb, KPOBb, 11€J10-
MMYECKUH DIUTENUHN, XPALIEBOU U KOCTHBIN CKEJIETHI.

B ocHoBe (hopMUpPOBaHUS 3apOBIIIEBBIX JTUCTKOB JICKAT Pa3InIHbie MOPGO-
resetuyeckue npoueccs (puc. 11).
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Puc. 11. Tunel MOpQOTreHEeTHIECKHUX TPOIECCOB, HAOMIOAAEMBIX ITPU TacTpyIsiiuH (1mo: MBaHOBa-
Kaszac, 1995): A — MynbTunonspsaas ummurpanus; b — yaunonsipaas ummurpanus; B — mopyssp-
Has aedaMuHanus; I — knerounas nenamuHanus; [l — uaBarunanus; E — snmbonus; crpenkamu
MOKa3aHO HAINPABIICHHUE JABMKEHUS KIETOK

Factpynanus nyTéM ummuepayuyu 0ObIYHA JIJIST CTPEKAIOIINX, Y KOTOPBIX HTO-
JiepMa BO3HUKAET B PE3YNIbTATE BBICEICHUS KICTOK M3 CTCHKH OJIACTyJbl BHYTPh 3a-
ponsima. Eciau BeiceneHne HOCHUT MOBCEMECTHBIM XapaKTep, TOBOPST O M)IbMUno-
JIAAPHOU UMMUSPAYUU, €CIIA KE OHO COCPETOTOYCHO B OJHOM 005IacTH 3apopliia, eé
HA3BIBAIOT yHunousapuou. llpu 6unonsaproll AIMMUTPAIIN BBICEICHHE TMPOUCXOANT C
MTPOTHUBOITOIOKHBIX TTOJTFOCOB.

[lpu deramunayuu >MEeMEHTHI YHTOACPMBI 00Pa3yIOTCS B pPe3yNbTaTe HAIpPaB-
JICHHOTO JICJICHUS KJIETOK OJacTyJIbl, MUTOTHYCCKHE BepeTEHA KOTOPHIX OPUCHTHPO-
BaHbl TMEPICHIUKYISPHO MOBEPXHOCTU 3apojbiiia. CienoBareabHO, B 9TOM Cllydae
KJIETOYHbBIE TIEPEMENICHHSI TIOYTH OTCYTCTBYIOT.

Mopynsapuoii denamunayueri Ha3bIBAIOT 00Pa30BaHUE SHTOJIEPMBI MYTEM CIie-
U(UKAIUY KIETOK, 3aHUMAIOIINX BHYTPEHHIOIO YaCTh MOPYJIbI.

[Ipu unsacunayuu racTpynsuus MPOUCXOAUT BCICACTBUE BISTYMBAHUS CTCHKHU
omactynbl. [lomocTh BBOpaunBaHUs HA3bIBACTCS 2acmpoyenem, a Beayiiee B He€ OT-
BepcTHe — O1acmonopom (IEPBUUHBIM PTOM); Kpasi 0J1acTOropa Ha3bIBAIOTCS €ro 2)-
bamu.

[Ipu snuboruu >HTOAEPMANIBHBINA CJIOW 00pazyeTcs B pe3yibTare oOpacTaHMs
BHYTPCHHHUX KJICTOK MOBEPXHOCTHBIMH. OHA MPOUCXOIUT B TEX CIIydasxX, KOTJa WH-
BarvHaIys HEBO3MOYKHA M3-32 MAJIBIX pa3MEPOB OaCTONENS WM WHEPTHOCTH KPYTI-
HBIX, OOTaTBIX KEJITKOM BET€TaTUBHBIX MAaKPOMEPOB.

VY MO3BOHOYHBIX MpHU O0OpPa30BaHUU 3aPOJIBIIICBBIX JIUCTKOB OOBIYHO MMECTCS
CIIO’KHOE COYCTAHME PA3HBIX THITOB KJIETOYHBIX JBMKEHUH (puc. 12).
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Puc. 12. Tunbl 6acTysn npy MOITHOM APOOJICHUH U CBSI3aHHBIE C HUMH TUIIBI TaCTPYJISIUH (CXeMa)
(mo: MBanoma-Kazac, 1995): A — paBHOMepHas Mopyia; b — creppobnacryna; B — paBHOMepHas
nenobnacryna; I' — HepaBHOMepHas 1enodnactyna; /| — HepaBHOMepHas creppobnactyna; E — mauc-
koOnactyna; JK — miakyna; 3 — MOpyJsibHas AenaMuHanus; M — kierouynas aenamunanus; K — mynb-
TUNOJSIpHAsE UMMUTpanust; JI — yaunonsapHast ummurpanus; M — uaBaruHanust; 5 — smubomus;

O — u3rubanue miakyisl (3HTO/IEpMa OTMEUEHa MYHKTHPOM)

Wtak, KIETOYHBIA MaTepuai, OCTaBIIMKCS HAa MOBEPXHOCTH 3apOJbllia MOCIE
3aBEPILICHUS TaCTPYJIAINH, €CTh HAPY>KHBIN 3apOIBIIIECBBINA JIUCTOK, UIIA 3KMOOEpMA.
Urto kacaeTca Marepualia, HOrpy3UBIIETOCS BHYTPb, TO JUIIb Y KHIIEYHOMOJIOCTHBIX
OH TIPEJICTaBIIAET COOON YMCTYIO DHTOJEPMY. Y BCEX BBIIMIECTOSIINX CHUCTEMATHYe-
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CKHX TpyHHn 3TOT MaTepuaji COAep-
JKUT KpOME DHTOAEPMBI €lI€ U Ma-
Tepuan OyIylIEero CpPEeAHEro 3apo-
JBIIIEBOTO JIUCTKA — ME301EPMBI.
Cronp pa3HOOOpa3Hble Tra-
CTPYJISLIMOHHBIE MEXaHU3MbI BO3-
HUKJIM, KOHEYHO, HE OJHOBPEMEH-
HO. B0O3MOXHO, MX 3BOJIIOIIMOHHAS
MOCJIEA0BATEIBbHOCTh TaKOBa (puC.

13):

Puc. 13. DBomtouus ractpymisiiuu
y HM3mUX Metazoa (cxema) (mo: MBaHo-
Ba-Kaszac, 1995): A — MynbTUnOISpHAS
uMMUTpanusi; b — yHUmonspHas HMMH-
rpaus; B — miotHoe Bpacranue; I' — un-
BaruHaius; J| — snubonus; b — cMeman-
Has nenamuHanms; K — kiaeTouHas naena-
MUHAIMs; 3 — MOpYJIbHAs JelaMUHAIINA.
DHTOJEpMa OTMEUYEHA NYHKTHPOM



1.1.2.1.1. 3axknaoxa me300epmut

[IpuHATO pa3inyarh JBa MPUHIMITHAIGHO PA3JIHYHBIX THIA 3aKJIAIKH ME30-
aepMel (puc.14).

Puc. 14. CnocoOsI 3aknaaku Me30aepMsl (1o: Manaxos, 1976): A — renobnactuueckuii; b — snre-
porenbHbIi; B — nemamuHanmonHsiif; I' — nponmdepainoHHbIi; 3aTeMHEHHBIC
YYaCTKH — LIEJIOMUYECKas Me30/iepMa

[lepBblit — menobaacmuueckuii — BCTpedaeTcsl B HaMOO0JIee YUCTOM BUJIE Y CITHU-
panbHO Apobsimuxcsa ¢opMm. B 3ToM citydae nBe KpymHbIE KIETKH, CUMMETPUYHO
pacmoJioKeHHbIE B MOJOCTH OyiacTouelss B obnactu ry0 OjacTomopa, JaloT Hadalo
BCEIl Tak Ha3bIBAEMOU yeroMuyeckol mezooepme SMOprUoHa. DTH O1acTOMEPhI Ha3bl-
BaIOTCA Me300aacmamu, WM me3omenooracmamu. Jlanee or HUX MyTEM CEpUU TO-
CJIEIOBATEILHBIX JICJICHUN OTIOYKOBBIBAIOTCS 00JIEe MEIKHE ME30IepMajIbHbIC KIIET-
ku. B pesynpTaTe BO3HUKACT Tapa TaK HA3bIBAEMBIX Me300epPMAIbHbIX NOJIOCOK.
[To3xe oHM MOAPA3ACIAIOTCS Ha MApHBIE OTASTBHOCTH — COMUMDbL, BHYTPHA KOTOPBIX
MyTEM PACXOXKACHUS KICTOK 00pa3yroTCs YYaCTKU 8MOPUYHOU NOJOCMU mead, WIH
yenoma. Jlpyroii cnoco06 oOpa3oBaHUs MOJOCTEH — MYTEM PACXOKIACHUS KIETOK —
Ha3bIBACTCS WUU30YENbHBIM, WA KABUMAYUOHHBIM.

Takum o0Opa3om, Mmpu TETO0JACTHIECKOM CIIOCOOE 3aKJIAJIKU IeJIOMUYECKas
Me3ojiepMa obpaszyercs u3 JBYyX OJIACTOMEPOB CO CTPOTO OMNPENETICHHOW TeHealo-
rueil. Me3ogepMa Mpu 3TOM HHUKAK HE CBsI3aHAa C DHTOJEPMOM, oOpasyrolencs us3
npyrux OjactomepoB. Takas 3akiajka Me30/IepMbl UMEET MECTO Y MHOTHX TPy
MEePBUYHOPOTHIX )KUBOTHBIX.

[TpuHIIMTIHATBEHO APYTOW CIOCOO 3aKJIaTKH ME30JICPMBbI — OHMepPOoyenbHblll
(HalOJrotaeTcst B HanboJiee AICHOM (pOpME Y UIIIOKOXKHX, TOJIOBOXOPIOBBIX, KAIIICUHO-
JBIIIAINNX, [ICYCHOTHX). B 3TOM ciydae maTtepuan Oyaylieid Me30JepMbl BBOpAayH-
BaeTCSI BMECTE C DHTOJIEPMOM B BUJE €AUHOTO TaCTPATHHOTO BIISTYMBAHUS, W B TIPO-
1IeCCe MHBAarMHAIMU TpaHUIlA MEXKIy OOCMMH 3aKiIaJKaMH, Kak MpaBujIo, HEpas3iu-
yuMma. Takoe BISTYMBaHUE, BKIFOYAOIIEE B ceOs MaTepruall U SHTOACPMBI, U ME301ep-
MBI, Ha3bIBACTCS NEPBUUHBIM KUULCUHUKOM, VA apXeHmepoHoM, KOTOPBIH COOTBET-
CTBYET racTpolueinto. Mezodepma *e BBIIEISETCS U3 apXEHTEPOHA MyTEM BBITISTUMBA-
HUS €T0 CTEHOK W OTIIIHYPOBKM BO3HHUKIIUX BBHIMSTYMBAHUH, PEKE — MMyTEM JIeJJaMUHA-
MY CTEHOK apXEHTEPOHA WJIM UMMUTPAINK KJIETOK U3 HuX. [locne oTaenenus me3o-
JIEpMBl B XOPJABl B COCTaBE CTCHKH apXCHTEPOHA OCTAETCS YUCTO SHTOJECPMAIBHBIN
MaTepuan, U apXeHTEPOH MPEeBpallaeTCs B TOJIOCTh BTOPUYHOHN (IePUHUTHUBHOI)
KHIIIKH.
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Kak 1 mosocte COMUTOB MEPBUYHOPOTHIX, MOJOCTh OTHIHYPOBABIIUXCS ME30-
JEpMaJIbHBIX MY3bIPbKOB (4acTh OBIBIICH MOJIOCTH apXEHTEpOHa) HA3bIBACTCA Ye/lo-
MOM.

VYke roBOpUIIOCh, YTO U TENOOJACTUYECKUNA M SHTEPOLIEIbHBIN CIIOCOOBI B UU-
CTOM BHUJI€ BCTPEUAIOTCS Y CpaBHUTEIBLHO HeMHOTUX (popM. Ho 3T popMbI OTHOCST-
Csl K JIBYM Pa3HBbIM BETBSIM >KUBOTHOT'O MUPA — K NEPEUUHO- U GMOPUUHOPOMBIM KU~
BOTHBIM.

1.1.2.1.2. 'acmpynayus u ougpgepenuuayus Knemok

MopdoreneTnueckiue IBUKEHHS, KOTOpPblE OOECHEUYMBAIOT TacTPYJIALUIO,
MMEIOT B CBOEH OCHOBE PAa3JIMYHbIE KIIETOYHBIE, MOJIEKYJISIPHBIE U TEHETUYECKUE ME-
XaHU3MBI, KOTOPbIE aKTUBUPYIOTCS Ha CTaAUM Mo3aHel Onactynbl. Ho ecnu B ocHOBe
MOpP(}OreHeTHYECKUX MPOLECCOB, CBS3aHHBIX C 0OpAa30BaHUEM 3apOJBIIIEBBIX JIUCT-
KOB Yy Pa3JIMYHBIX >KUBOTHBIX, JIEKAT MEXaHU3MbI, KOTOPbIE KOHTPOJIUPYIOTCS pa3-
HBIMU F€HETHUYECKUMHU CUCTEMaMH, TO CTAHOBUTCSI OYEBUAHON OeCrepCreKTUBHOCTD
UJEeH O TOM, YTO 00pa30BaHUE 3aPOJBILIEBBIX JIUCTKOB y KUBOTHBIX MOBTOPSET (pe-
KalUTYyJIUpYeT) Mpolecc, NPOUCXOAUBIINN y HEKON NpeakoBoil Gpopmsl. [lpusnanue
B KayeCTBE NMPUMUTUBHBIX Metazoa KMBOTHBIX TUMA (paroruresibl MeuHHKOBa SB-
JISIETCS. BECKUM apTyMEHTOM TIPOTUB YTBEPKACHUS PEKAMUTYIAIMOHHOTO MPUHIUIIA
KaK 3JIEMEHTA TEOPUHU 3apPOJBIIIEBBIX JMCTKOB: M0 CBOMM MEXAHU3MaM UHBACUHAYUS]
3apoovIUIesbIX TUCMKO8 HE UMEET HHUUEro OOIIETO C BblceleHUeM KIemoK GHYMpeH-
Hell cpedvl (hazoyumerv.

[lo-BuaAMMOMY, HET AOCTATOYHBIX OCHOBAaHUM ISl MPEIOJIOKEHUS, YTO CIe-
nudUKanus KIETOK B paHHEM SMOpPHOTreHe3€ NOJKHA ObITh HANpSIMYIO CBA3aHa C
MOP(OreHeTUYECKUMH JIBHKEHUsIMU. HaoO0opoT, MMETCs MHOTOYHUCIICHHbIE JaH-
HbIE, KOTOpPBIE CBUIETENBCTBYIOT O TOM, YTO clienu(UKalus MpeacTaBiseT codoi ca-
MOCTOSITEJIbHBIN KJIacC SIBJICHUI; YTO OHA, HEe Oyay4u *KECTKO CBSA3aHHOU ¢ Mopdore-
HETUYECKUMH JBIKEHUSMH B paHHEM 3MOpPHOTEHE3e, MOXKET Peam30BaThCs KakK B
nepuoj Ipo0IeHNs, TaK U MOCIJIE HEro.

Hanuune 3aponpleBbIX JUCTKOB B OHTOreHe3e Bcex Metazoa (3a HCKITHOYEHH-
€M TYOOK) OOBSICHAETCS OTHIOJIb HE T€M, YTO B OHTOTEHE3E ITHX KUBOTHBIX MPOMC-
XOIUT pexanumyaayus TPOLUECCOB, XapaKTEPHBIX ISl HEKOM aHLECTPajJbHON (JIN4u-
HOYHOM) (hopMbl. OHO MOXKET OBITH MOHATO C YYETOM TOTO, YTO 000COOJIEHNE KIETOK
B BHUJE 3apOJBIIIEBBIX JINCTKOB — BAXHBIM 3JIEMEHT M YHUBEPCAJIbHBIA MHCTPYMEHT
Gopmoobpazosanus. I'acTpynsiuusa HE SIBISIETCS KaKUM-TO YHUKAJIbHBIM U BBICOKOC-
neurduueckumM MophOreHETHUECKUM MPOIIECCOM; XapaKTEpHbIE I He€ rnepeMelte-
HUS KJIETOYHBIX MJIACTOB — YACTHOE MPOSIBICHUE OOIIMX MOP(OreHeTHUEeCKUX MPHUH-
ITUTIOB.

YHuBepcanbHble MEXaHU3MBI SIUTETHATHHOTO (HOPMOOOpa30BaHUS, PABHO KaK
Y MEXaHU3Mbl, 00ECIIeUNBAIOIINE MUTPALIMIO ME3EHXUMBI WM 3MUOOJHUIO0, IPU KOTO-
POl OJIMH CJOW KJIETOK paclpOCTPaHSETCs MO MOBEPXHOCTU APYroro, BO3HHUKIH B
HBOJIIOLIMM HE3aBUCHUMO OT racTpyssinuu. PasHooOpa3Hsie MOp(doreHeTnyecKkue J1BH-
KEHUS, KOTOpbIE 00ECIEUNBAIOT TACTPYJISIIIUIO JBYXCIOWHBIX U TPEXCIONHBIX KH-
BOTHBIX, CYIIECTBOBAIN YK€ Y TYOOK, XOTS y HUX TacTPYJISAIUs KaK TaKoBask OTCYT-
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cTByeT. Henb3s He OTMETUTD, UTO Y TEX CTPEKAOLINX, Y KOTOPBIX TACTPYIALHUS IIPO-
UCXOAUT IMyTEM UMMUTPALMH WIN JI€TaMUHALIMN, STUTEIUaNbHbIA MOP(OTreHe3 C ero
MHBarMHalMsAMU U 3BarvHalUsIMU LIMPOKO MCHOJB3YETCS MPU MOP(OTreHETUYECKUX
npoueccax Ha 0ojiee MPOJBUHYTHIX CTAaAMSIX OHTOreHes3a. CyliecTBOBaHNE aBTOHOM-
HBIX MEXAHU3MOB MUTEIUAIBHOTO (OPMOOOpPa30BaHuUs, 3aKPEIUIEHHBIX B BUJE OCO-
OBIX T€HETUYECKUX MTPOrpPaMM, BUJIUMO, U JIEKUT B OCHOBE HE3aBUCUMOT'O BO3HUKHO-
BEHM: MHBArMHALIUYU B [IPOLECCax TacTPYJALMM B pa3HbIX rpynnax Metazoa.

Teopust 3apoABIIIEBBIX JUCTKOB MOCTYJIHMPOBAJa MPUHIUI CIEUU(DUIHOCTH
(puc. 15), KOTOpHIA MOAYEPKUBACT, YTO Y KUBOTHBIX, 3aHUMAIOIIUX Pa3IMYHOE I10-
JIO’)KEeHUE Ha (PUIOTEHETHYECKOM JIPEBE, UMEETCSl BIIOJHE OMpEeNeIEHHBIN CXOIHBIH
KpyT IPOU3BOJHBIX KTOAEPMBI, ME30AEPMBI U AHTOJEpMbL. OAHAKO MPUHLMII CIie-
U(UIHOCTH JTUCTKOB JAJIEKO HE aOCONIOTEH U IUPOKO W3BECTHBHI MHOTOUYHCIICHHBIC
WCKJIFOYEHHUS U3 ATOTO IIPaBUJIA.

[ KJIETKHA BJIACTYJIbI ]

Y

3APOJABIIIEBBIE JINCTKHN

v

v

IKTOJAEPMA ME30JEPMA SHTOAEPMA

v

IIpou3BoaHbIE IKTOIEPMBI:
- Ko:kHbIH 1IN TE/IHI B ero
NPOU3BO/JHbIE:

- B0OJIOC

- mepo

- yeuryst

- mepeHss U 3a/IHsIs KUIIKA
- HepBHas cucrema

- Opransl 4yBCTB

IIpou3BoaHbIE Me301ePMBbI:
- MBImmn1

- Koctn

- Henomuueckuii InuTenui
- KpoBenocHas cucrema

- CoequHuTEIbHAS TKAHD

- Opranbl Bble/JIeHUs

IIpou3BoaHbIE IHTOAEPMBI:
- Cpennssi KUIIKA

- [InmeBapuTeabHbIe
JKeJ1e3bl

- Ileyenn

- Jlerkue

Puc. 15. Cxema, uimrocTpupyromas MPUHIUI CIIENU(PHUIHOCTH 3apOIBIIEBBIX JTUCTKOB
(mo: Tonmya, 2005)

[Tpomecchl racTpyiainuu pasHooOpasHbl. bosee moapoOHO oHU OyayT pac-
CMOTPEHBI B TJIaBaX, MOCBSIIEHHBIX OYEPKY CPaBHUTEIHLHON 3MOPHOJIOTHH >KHBOT-
HBIX.
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1.2. PA3BBUTHUE )XMBOTHbIX
PA3JIMYHBIX CUCTEMATHUYECKHUX I'PYIIII

B maHHOI1 T71aBe aBTOp HE CTAaBHT 3ajady J1aTh CKOJbKO-HHOYIb MCUEPIIHIBAO-
WA CPaBHUTEIbHO-3MOPHOIOTHYECKHA OYepPK MMEIOIIErOCsi TUHTaHTCKOTO Pa3HO00-
pa3us KUBOTHBIX. ET0 1ens CKpoMHEe — MPUBECTH PsiJl MPUMEPOB SMOPHUOHATEHOTO
Pa3BUTHS KUBOTHBIX HEKOTOPBIX CUCTEMATHUYECKUX TPYIII, a TAKKe U3JIOKUThH (hak-
TUYECKHUE JTaHHbIE, HAnOOJee YacTO MPUBJICKAEMBIC NJISI U3YUYCHUST OOIUX 3aKOHO-
MEpPHOCTEH OHTOT€HE3a )KUBOTHBIX (M HE TOJIBKO.)

Kaxnpiii OTIENbHBIN OYEpK, MOCBAIIEHHBIA NPEACTABUTENSAM TOW WA WHOU
CHUCTEMATHYECKOHN TPYIIIbI, HAYMHACTCS ¢ CAaMOT0 Hadaja oHToreHe3a. Kak roBopuimm
JpeBHHE, «ab 0VO» — «c siimay, T. €. «CHadajaa» — B IEPEHOCHOM H ITPSIMOM CMBICIIC.

B xome oHTOreHE3a B OpraHm3Me 3apojbiima (GOPMHUPYIOTCS CTPYKTYPBI, pa3-
HbIE HE TOJIKO MO (DYHKIMSM, KOTOPbIE OHU BBITIOJHSIOT B OPraHU3MeE KUBOTHOTO,
HO U 10 TEM 3aJlayaM, KOTOPbIE OHU PEIIAIOT B XOJ€ CAaMOT0 OHTOTE€HE3a.

C »TOi TOYKHM 3peHUsi OOBIYHO Pa3IUYAIOT CTPYKTYPBI &) nposuzopHvle U 0)
Oechunumusnvie. IlpoBU3opHBIE OpraHbl (HEM. Provisorisch — mpenBapuTeIbHBIH,
BPEMEHHBIN) — BPEMEHHbBIE OPTaHbl 3aPO/IbIIICH U TUYMHOK KUBOTHBIX, ()YHKIIMOHU-
PYIOIIHME TOJIBKO B SMOPHOHATIBHBIN WA JIMYMHOYHBIN MEPUO pa3BUTHA. MOTyT BbI-
MOJIHATH (QYHKIUU, CrieNUPUUIECKUe Uil 3apojbllia WIN JIMYUHKH, WA OCHOBHBIC
byHKIMA opraHu3Ma 10 (OopMUPOBaHUS aAHAJOTUYHBIX Je(HOUHUTHUBHBIX OPTAaHOB,
CBOWCTBEHHBIX B3pocioMy opranu3my (nat. definitivus — okoH4aTeNbHBIIH).

1.2.1. Pa3zBuTHe HACEKOMBIX

TpaguuuoHHO B yd4eOHOM Kypce 3MOpuoJIoruu 0ojiee WM MeHee MoaApoOHO
paccMaTpuBaeTcs IMOPHUOHAIBHOE PA3BUTHE TTO3BOHOYHBIX (XOPAOBBIX) KHUBOTHBIX.
OnHako, KaK M3BECTHO, HACEKOMBIC, U TIpex e Bcero aposzoduma (Drosophila mela-
nogaster), sIBISIOTCS MOJEIBHBIMA OOBEKTAMHU Pa3HbIX 00JIACTEH COBPEMEHHOM M-
OpUOJIOTHH, TTIO3TOMY B HACTOAIIEM Y4EOHOM MOCOOMHU UX PA3BUTHUIO TAKXKE YJEseT-
Csl BHUMAaHHE.

[To xapakTepy pa3BUTHS KPbUIATHIE HACEKOMBIE OOBIYHO TMOAPA3NETSAIOTCS Ha
nBe rpymnbl — ¢ HenoiaHbiM (Hemimetabola) w ¢ monHBIM TpeBpalieHreM
(Holometabola). CornacHo 0iHOM M3 TUIIOTE3, MOJIHOE MPEBPALIECHUE XaPAKTEPU3YET
CPaBHHUTEILHO MOJIOJbIe OTpsiabl. [lo-BuamMoMy, uMeeTcsl onpeaenéHHas KOppes-
U1 MEX]Ty XapaKTepOM Pa3BUTHSA U OCOOCHHOCTSIMHU OpPTaHU3alliK OOTCHE3a. 3a
WCKITFOYCHHEM OECKPBUIBIX HOTOXBOCTOK M Psa >KMBOPOJSIIHUX M IMAPa3HTHUCCKUX
BUJIOB KPBLIATBIX HACEKOMBIX — IIUTOBKH, HAC3AHUKHU U Jpyrue (Y KOTOPBIX Apo0dJie-
HUE TI0JTHOE), HACEKOMBIC UMEIOT 108EPXHOCMHbLI Mun OpoobieHusi. ITO CBI3bIBAIOT C
MCKITFOUUTEITHHO BBICOKHM COJIEP)KAaHHUEM >KeNTKa. SIIo 0ObIYHO UMEET JOCTATOYHO
KECTKYIO HAPYKHYIO 000JI0YKY — XOPUOH, 3aITUIIAIOIINI 3apOIBIII OT BBICHIXaHUS U
MEXAHUYECKUX MOBPEKICHUM.

Crnenndukanus maTrTepHa MepeaHe-3aqHel OCH 3apobiiia JIpo30(puiIbl OCy-
IIECTBIIIETCS €IIé B X0/1¢ oorenesa (puc. 16).

24


https://ru.wikipedia.org/wiki/%D0%9D%D0%B5%D0%BC%D0%B5%D1%86%D0%BA%D0%B8%D0%B9_%D1%8F%D0%B7%D1%8B%D0%BA
https://ru.wikipedia.org/wiki/%D0%AD%D0%BC%D0%B1%D1%80%D0%B8%D0%BE%D0%BD
https://ru.wikipedia.org/wiki/%D0%9B%D0%B8%D1%87%D0%B8%D0%BD%D0%BA%D0%B0
https://ru.wikipedia.org/wiki/%D0%9C%D0%BD%D0%BE%D0%B3%D0%BE%D0%BA%D0%BB%D0%B5%D1%82%D0%BE%D1%87%D0%BD%D1%8B%D0%B5
https://ru.wikipedia.org/wiki/%D0%AD%D0%BC%D0%B1%D1%80%D0%B8%D0%BE%D0%BD

(A)
Nuraowan KneTxa
T Oounr
© |e/0
o o\ ®
o\ 0
HEXOMMUTHDOBANMLIS

NepasHe QONMKYNAPHEE KNOTKH

"’.QDCMO
NOPaHUNHLIe
<NATKH
® -/
+
> (o) o\ - *o‘
v, SR
T — - g

¢ Genxom Kinesin |

Konueswe
donnuxy-
NRpHLIE
KNeTKH
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NonApuiosansme

MUKDOTRYGOUKM

WPHK oskar 8 accousaumm

Puc. 16. Cneum-
(dukamus mnaTTepHA IIe-
pelHe-3aHel OCu 3apo-
Iplla JIpo30(uisl B Xo-
ne ooreHesa (mo:
Stephanson et al., 1988).
Oomut mnepemeniaercst B
3aHAN OTHen SUIEeBOH
Kamepbl, B TO BpeMs Kak
MUTAIOUIEe KIETKH 3a-
MOJHAKT NepeaHui. SAn-
PO oolMTa ABUXKETCA IO
HalNpaBJICHUIO K TEPMHU-
HaJIbHBIM  (POJUTHKYJISIP-
HBIM KJIETKaM U Hampas-
JS€T CUHTE3 B LHUTO-
mwia3me Oenka Gurken.
TepMuHanbHbIE KIETKU
colepXaT  pELEeNnTOpPbI
nus Oenka Gurken; koria
peuenTopbl  B3aUMOACH-
CTBYIOT C HUM, TO (oJI-
JUKYJSIPHBIC KJIETKH
muddepeHIUpyOTCsT B
3aHUEe KJIeTKH. B oTBer
Ha MHAYIUPYIOIIUNA CHUT-
Hajl 3TH KJIETKH CHUHTe-
3UPYIOT MOIIEKYIY, KO-
TOpasi aKTUBUPYET IMPO-
TEMHKUHa3y A B sidle.
[Tocnennsist opueHTHUpyeT
MHUKPOTPYOOUKH Tak,
YTOOBI UX pacTyIIUN KO-
Hen Obl1 3agHuM, WPHK
bicoid ces3piBaeTcs ¢
MOTOPHBIM OenkomM
Dynein, coennHEHHBIM C
HEpacTyLIUM KOHIIOM
MUKpoTpyOouek. Dynein
IepeMeraeT nPHK
bicoid B nepenHuii KoHeI
siinia. ”PHK oskar o6pa-
3yeT KOMIUIEKC CMOTOp-
HeiM OenkxoM Kinesin |,
KOTOPBIA IEpEMEIAECT U
PHK oskar mo wnampas-

JEHUIO K PACTyIIeMy KOHI[y MHKPOTpyOOuYeK B 3aJHHWI paiioH, TZle HOBOOOPa30BAaHHBIA OEIOK
Oskar cmoxer cBszateest ¢ ”PHK nanos. Sapo (kontponupytomiee oopazoBanue 6enka Gurken)
MUTPHUPYET BIOJIb MHKPOTPYOOUYEK, HHIYIUPYS Onu3iexamue (QOJUTHKYISPHBIC KIETKH, KOTOpPhIe
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[Tpu ocemeHeHNH CIEpMUU IPOHUKAIOT B S0 Yyepe3 0c000e OTBEPCTHE XOPH-
OHAa — MUKponujie, KOTOpoe 0OBIYHO PACTIOIOKEHO Ha TIEpeTHEM KOHIIE sSiilia (XOTs Y
HEKOTOPBIX HACEKOMBIX, HAPUMED Y MPSIMOKPBIIBIX, TIOJ0KEHIUE MUKPOTIHIIC MOXKET
OBITh 1 HTHBIM).

Jlenenue sapa 3UTOTHI, KOTOPOE OKPY)KEHO IUTOIIA3MAaTHYECKUM <«JIBOPH-
KOM», TIPOMCXOJUT aBTOHOMHO, T. €. HE COIPOBOXKIACTCS JICJICHUEM ITUTOIIa3Mbl. B
pe3ynbTaTe CHHXPOHHBIX KApPUOKUHemuyecKux JEIECHUH BO3HUKAIOT MHOTOYHCIICH-
HBIC Aapa. SaepHbIE SHEPTUBI, T. €. SApa C OKPYKaIOIIEeH UX UTOIIA3MOM, cora-
COBAHHO MEPEMEIAOTCS MO MUTOMIA3MAaTUYECKUM TsKaM U3 TIIYyOOKHX CIOEB siiflia
Ha ero nepudeputo (puc.17).

TlepenHuit KoHel
siila

3agHuit
KOHel siua

Puc. 17. IloBepxHocTHOE ApobiIeHHE sitla Apo30duiel 1 popMupoBanue nepudaactysl (mo: [o-
JIMYEHKOB U Ap., 2004): A —3urora; b — cragus nByx snep; B — craaus uetsipéx sinep; I' — cranus
32 apep; [l — cragus cuHIMTHAIBHON Onactonepmsl; E — hopMupoBanue moyispHbIX KIETOK, Hava-
710 060co0IeHus KIeTOoK O1acTtoepmsl; XK — ctanus KieTouHol 61acToaepmbl; 3 — Hadano GopMHu-
pOBaHUS 3apOJIBIIIEBON MOJOCKH. 1 — )KenToK; 2 — Aapo; 3 — SHEePTUbl; 4 — MOJIAPHBIE KIETKU;
5 — knetoyHas 6macroaepma (mepuaepma); 6 — 3apoJIbIIeBas oJ0CKa

B nepuon nenenuit siaep M BIUIOTh JO MX BBIXOJa HA MOBEPXHOCTH SMIIA 3ap0O-
TIBIIT UMEET CUHYUMUAILHYIO CTPYKTYPY. DTO CBO€OOpa3ue paHHUX ATANOB Pa3BUTHUS
UMeEEeT CYIIECTBEHHBbIC (PU3noNorHdecKkue nmocieacTBus. OTCYyTCTBUE Pa3esIIONINX
saipa MEMOpaH MCKITIOYAET BO3MOXKHOCTh MEXKJIETOUHBIX B3aUMOJICHCTBHI C TIOMO-
IO JIMTAHJIOB U MEMOpPaHHBIX perentopoB. Ho obecneunBaer cBoboaHy0 nuddy-
sur0 PHK u 6enkoB, 3amacéHHBIX B MEpUO] OOTeHE3a WM CHHTE3UPOBAHHBIX IMOCITE
OTUIOJIOTBOPEHUS, TI0 BCEMY 3apOJBIIIY — €CJIM OHU CIEUAIBHO He 3a()MKCUPOBAHbI
B KaKOM-TM00 00JacT siiila. DTU YCIOBUS PACIpPOCTPAHECHUS! CUTHAIBHBIX MOJIEKYJI
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y paHHUX 3apOJBIIICH HACEKOMBIX PE3KO OTIMYAIOTCS OT TOTO, YTO MMEETCS Y KU-
BOTHBIX, 3aPOJIBIIIN KOTOPBIX C CAMOTO Hayaaa UMEIOT KIIETOUYHYIO CTPYKTYPY.

[Tocne BeIXONa siiep B MOBEPXHOCTHBIN CIION MUTOIUIA3Mbl — nepuniazmy (y
Ap030¢HUITBI ATO MPOUCXOIUT B KOHIIE 9-TO MUK TPOOICHUs) 00pa3yeTcsl CuHyumu-
anvhas 6nacmooepma (puc. 28, A-b). Jlanee B pesynabrare GOpMUPOBAHUS KIETOY-
HBIX MeMOpaH MOBEPXHOCTh 3apOJbIllIa IPOOUTCS Ha omoenbHble KiemKu («IoBepX-
HOCTHOE» JPOOJICHNE) U BO3HHUKACT Kilemounasn Onactoaepma (puc.28, [1).

1

Puc. 18. dopmupoBaHHe KIETOUHOH GracTomepMbl mepubiactyis aposodmis (mo: Fullibove,
Jacobson, 1971): A — craausi CHHIIMTHAJIbHOW OJlacTo/iepMbl; b — CTpOeHME TOBEPXHOCTHOTO CJIOS
3apoplllia Ha CTAIWU CHHIMTHAIBLHON Onactomepmbl, B — Hawamo o0ocobneHus KIIETOK 0J1acTo-
nepMmsbl; [T — ynnuHenue siiep u GpopMupoBaHUe UTOCKETETa BOKPYT HUX; [| — cTaaus KIETOYHOM
onactonepmsl; E — nomHoe o6ocobiienue kinetok OiacrogepMbl. 1 — moBepxHocTHas MmeMOpaHa 3a-
poJbIIIa; 2 — MUTOTHYECKOE BEpeTeHO; 3 — popmupyromasics 6opo3aa apoOienus; 4 — 3Be3a Bepe-
TeHa; 5 — aapa; 6 — kaHas 60po31bl; 7 — MUKPOTPYOOUKH BOKPYT siiep; 8 — copMuUpOBaHHBIE KIle-
TOYHBIE MEMOpaHbl, 0003HAYAIOT MECTO, TJIe BOSHUKHYT 3apOJIbIIIEBbIE JIUCTKU. JTa 00JaCTh Ha3bI-
BaETCs 3apOJIBIIICBON TTOJIOCKON, U3 He€ 00pa3yroTCs BCe KIETKHM HaceKoMoro. OcCTanbHbIC KIETKH
61acToiepMbl 00pa3yroT BHE3aPO/bIIIEBbIE 000I0UKH
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YacTh 3HEprua IpOOJICHUS OCTACTCS B JKEJITKE, CTAHOBSACH gumeioghazamu —
CHEIUaIN3UPOBAaHHBIMKM, YacTO IOJMIUIONJIN3UPOBAHHBIMA KJIETKAMH, KOTOpPBIC
y4acTBYIOT B IIEPepabOTKE M YCBOCHUH enTKa. OOpa3yeMblii UMM KCJITOYHBIA CHH-
IIUTUH, BO3MOXKHO, UTPacT ¥ MOP(POTCHETHYECKYIO POJIb, CITOCOOCTBYS HaIlpaBjICH-
HOMY pa3pacTaHUIO 3apooblieBoll NOJOCKU.

[TocnenHsst mpeACTaBIsSCT COOOM CryIIEHHE KIIETOK OJIaCTOACPMBI, KOTOpPOE
OOBIYHO BO3HHMKAET HAa BEHTPAJIbHOHN cTOpoHE siina. CrylieHne KICTOK MPOUCXOIHT
IPEKIC BCEro Ojarogaps M3MEHEHHIO UX (OPMbI — B OOJIACTH ITOJIOCKH OHHM CTaHO-
BSITCS CTOJIOYATHIMU.

PasznmuyaroT Tpu THIA 3apOABIIICBBIX IMOJIOCOK: KopomKue, noayoaunisie (TIpo-
MEXYTOUHBIC) U Ounmbie (puc. 19).

Kopomxue moIoCKM UMEIOT BHJ] IMCKA, MaTepHUaja KOTOPOTo JaéT Hadalo cer-
MEHTaM TOJIOBBI, TOTJIa KaK POCT 3apoJiblllla OOCCIICUNBACTCS JIeXalleld C3aad OT
TUCKa TpoiaudepaTUBHON 30HOH. [lonyonunnvie 3apOoJIbIIICBBIC TOJOCKHA IITHPOKO
pacnpoctpaneHsl y Hemimetabola, y koTopbIXx 0HH 00pa3yloT JBa BEHTpOJIATEpailb-
HBIX CKOILUICHHS KJICTOK, KOTOPBIC CMBIKAIOTCS Ha BEHTPAJIbHOW CTOPOHE M JAIOT
HayaJio TOJIOBE M CErMEHTaM TPYJIH, TOTJa KaK OCTaJIbHBIC CErMEHTBI (DOPMHUPYIOTCS
3a CU€T KJICTOK 30HBI pocTa. /[nunnvie MOJOCKU xapakTepHsl 111 Holometabola. Onm
coJiepKaT MaTepuajl BCEX CETMEHTOB M HE MMEIOT 30HBI POCTa, 3aHMMas HE MEHeEe
80% manHbBI Si1a.

Puc. 19. Tunsl 3apo/ibIIeBbIX MosI0cok Y HacekoMbIx (1o: Pflugfelder, 1952). O0bsicHeHus B TekcTe

Hab6mronenus 3a cyap00i KIETOK 3apOBIIIEBOM MOJOCKH MOKa3bIBAIOT, YTO €€
MeJuaabHasl 4acTh Ha OOJBIIEM MPOTSHDKEHHUH 3aHSATa MAaTepUaTIOM Hpe3yMNMUBHOL
Me300epmbl, TOTJA KaK MepeaHsis U 3aaHss1 00JacTH MOJIOCKU — Npe3yMNmMUGHOU SH-
mooepmoti. I1lo 60kaM 0T MeIHAbHBIX 3a4aTKOB PACIOJIaral0TCI CUMMETPHYHBIE TIO-
JIOCKH HEUpOIKMOOepMbl.

Crioco6b1 000CcO0ICHHS 3apOIBIIIEBHIX JTUCTKOB Y HACEKOMBIX MHOTOOOPa3HHI.
[Torpyxenune marepuana Oymymied Me307epMbl U DHTOAEPMBI MOXKET MPOUCXOIUTH
OJTHOBPEMEHHO, HO MHOTJa 3TH MPOIECCHl pa3o0IeHbl. Pa3Ho0oOpa3HbI 1 MEXaHU3MBI
MepEeMENICHNS KJISTOYHOTO MaTepralia ¢ TTIOBEPXHOCTH 3apO/IbIIIA.

Y MHOTHX HaCEKOMBIX MPOUCXOIUT UMMHTPAITUS, T. €. BBICEJICHUE OTACIBHBIX
KJIETOK, KOTOPBIC PACITONaraloTCs MEXIy SMHOJACTOM U JKEIATKOM. Y HEKOTOPBIX BH-
JIOB TIOTPY KAIOIIHUECs BIIyOb KICTKH HE TEPSIOT SIUTEIUATBHOU CTPYKTYpPHI. Y MHO-
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I'UX, B TOM YHCIIE U Y APO30(HUIIbI, IPOUCXOAUT UHBATMHAIMS MEANATLHON YacTu 3a-
POJBIILIEBOI MOJIOCKH, B pe3yibTaTe KOTOPOH (POpMHUpPYETCs] MPOJOJIBHO PACIoo-
KEHHasl Me300epmanvhas mpyoka. Ha ctanuu ractpynsuuu B Toi o0aacTy, rae npo-
UCXOAUT UMMUTIpALUsl, UHBarMHALMS WM SIUO0INS, HEKOTOPOE BPEMs COXPAHSIETCS
pOAOJIbHAs OOPO3IKA.

ITocne oTaeneHys: WM MHBarMHALMKM IPE3YMIITUBHOM ME30JEpMBI IKTOAEpMa
JaTepaibHbIX 00JIACTEN 3apOAbIIIa CMBIKAETCS 110 BEHTPAJIbHOW MEAUAIBbHON JTUHUU
(puc. 20). DTo MaTepuan HEHPOIKTOACPMBI, KOTOPHIHA CITY’)KUT UICTOYHUKOM HEHPOHOB
Y TJUAJBHBIX KJIETOK, UMMHUIPUPYIOIIMX C MOBEPXHOCTH 3apOABIIIA U PacIoyararo-
IUXCS MO AKTOAEpMOM. BriocmencTBuu OHM JAOT HAYAJIO HEPBHOW CUCTEME Hace-
KoMoro. HelpoHBI KaXI0ro cermMeHTa 0Opa3yloT TaHIJIMU, KOTOPbIE C TOMOIIBIO
HEHPATBHBIX OTPOCTKOB OOBEIUHAIOTCA B €AMHYIO0 cucTteMy. CUMMETpUYHbBIE TaH-
IJIMH, JIEKAIIUE B TIPENENIaX OJHOTO CETMEHTA, COEAUHSAIOTCS IBYMSI KOMUCCYPaMU; C
UIICWJIATEPAIIbHBIMUA TaHITIUSAMM, T. €. C TAaHIVIMAMU, JIEKANUMUA Ha OJHOW U TOH XKe
CTOPOHE T€JIa, OHU COCAUHAIOTCS € IIOMOIbIO KOHHEKTUB.

Puc. 20. Cxema popMupoBaHus OPIOIIHON HEPBHOM LIEMOYKH Y HACEKOMBIX (IIOTIEPEYHBIE CPE3bI);
BEHTpalibHas 00nacTh BHU3Y (10: Johansen, Butt, 1941): A — ctanus 06ocoOiaeHust Me301epMab-
HOTO 3a4aTKa U 00pazoBaHUs nepBuYHON 60po3aku; b, B — mocnenoBarensHble cTaauu cnenndu-
Karuu HelpoomacToB; I' — oOpa3oBaHue OPIONIHONW HEPBHOM IIEMOYKH. | — )KENTOYHOE SIPO; 2 —
Me30/IepMa; 3 — aMHHUOTHYECKas CKIIajiKa; 4 — SKToJiepMa; 5 — mepBu4Has 60po3/ka; 6 — ceposa; 7 —
aMHUOH; 8 — HelpoOaacTer;, 9 — nenom; 10 — BUCHepaIbHBIN JTUCTOK ME30JIepMBI; 11 — KIIETKH Kpo-
BU; 12 — xxupoBoe Teno; 13 — comaTnuecKuit IMCTOK Me30/1epMbl; 14 — OprolitHast HepBHas LeoYKa
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DKTOMIepMANTbHBIC 3aYaTKU CpeoHell Kuuiky 00pa3yroTcss OOBIYHO HA TIEPETHEM
U 3aJIHEM KOHIIAaX 3apojbllIeBON Mmojocku (puc. 21). BrnocaeacTsuu B 00JaCTH 3TUX
3a4aTKOB MPOUCXOJUT MHBArMHAIMS IKTOJAEPMBbI U 00pa3yIOTCA: Ha MEePeTHEM KOHIIE
— cmomoOdeym (3a4aTOK MepeAHEH KHIIKH), Ha 3aIHEM KOHIIC — npokmoodeym (3a4aToK
3aaHel kumky). Ha rpanuiie Mexy 3ajiHel U cpeaHed KUIKONH HOopMUPYIOTCS Op-
raHbl BBIJCIUTEIBHON CUCTEMBI — Malbnucuedsbl mpyoouKku, OTKPhIBAIOIIUECS B 3a/1-
HIOIO KHUIIKY.

TR Tl e
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Puc. 21. TlocnenoBarensHble cTaauu GOPMUPOBAHUS CpeIHEN KUIIKH Y HaceKoMbIX (rmo: Chapman,
1982): A — craaust 3aKJIaJKH IIEPEIHETO U 3aHET0 3a4aTKOB 3HTOAePMbI; b — craaus Gopmuposa-
HUS CTOMO- U TIpokToaeyMa; B, I' — ctaauu dopmupoBanus cpeanei kumku. | — nepeaHuii 3a4aTok
SHTOJAEPMBI; 2 — HKTOZIEpMa; 3 — Me30epMa; 4 — 3aJHUHN 3a4aTOK YHTOJIEPMBI; 5 — CTOMOJIEYM; 6 —
MaJIbIIUTUEBBI COCYIBI; 7 — MPOKTO/IEYM; 8 — cpeqHss Kuika. [lepenHuit KoHeI 3apo/ibiiiia — CIpaBa,
BEHTpaJibHasi 00J1acTh — BHU3Y

OIHOBPEMEHHO € TacCTPYJISIIIUEH MPOUCXOUT pacmsaxiceHue 3apoAbIlIeBOn Mo-
JIOCKU. Y BHJIOB C JJIMHHOM 3apOJIBIIIEBON TOJIOCKOW OHA B PE3YJIbTATE 3TOrO MpPO-
1ecca, paclpoCTPaHssICh MO CPEIMHHOM JIMHHMM 3apOJblllia, Orh0aeT 3aJHIOI OKO-
HEUYHOCTb JKEJITOYHOM MacChl M JABWIKETCS B MEPEIHEM HAMPABJICHUU IO CIIMHHOM
CTOPOHE 3apOo/bIIlIa; IPU ATOM 3aJHUN KOHEI[ MOJOCKHU MPUOIMKAETCS K €€ mepeIHe-
My KOHITy. B 3TOT mepuoj mnosjgocka oOHapyKMBaeT MEPBbIE MPU3HAKU MeTaMepu3a-
MU — 00Pa3yIOTCsl MapacerMeHThl U IETEPMUHHUPYIOTCS TPAHUIIBI Oy TIyIIIUX CETMEH-
TOB Tena. Ha ciemyromeM starne pa3BUTHS 3apOJIbIIIeBas MOJOCKa YKOPAuUBaeTCs U
€€ 3aJHUU KOHEIl BHOBBL COBIIAJAET C 3aJHEN OKOHEUYHOCTBIO KEJITOYHON MacCCHI.

OnHocnoliHas SKToAEpMa, HaXOsIIascs 3a mpeaeaaMy 3apoIbIIIeBOM MOJI0C-
KH, 00pa3yeT O0Kosble CKIA0KU, KOTOPBIE PACTyT HABCTPEdy APYT APYTY B BEHTpaJb-
HOM HAaIpaBJICHUH, CMBIKAsCh 1O MEIUanbHOM JuHNM (puc. 22). B pe3ynbrare Bo3-
HUKAIOT JIBE 3Apoobluiesble 000104KU: BHEITHUHA JIUCTOK CKJIAIKH CTAHOBUTCS Cepo-
301, KOTOpas pactnpoCTpaHsIeTCs Ha JOpPCATbHYIO 00JacTh 3apojblilia, BHYTPEHHUN
JTUCTOK (HOPMUPYET AMHUOH, DTIUTETUATBHBIA TUIACT KOTOPOTO COCTABISIET €IUHOE
1eJI0e ¢ PKTOACPMOM 3aposbiiia. Takum 00pa3zoM (popMHUPYETCsl 3aMKHYTasl adMHUO-
muveckas noJloCms, KOTOpasi 3aIoHSAETCS 0CO00M aMHUOTHYECKOM KHUIKOCTBIO,
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OMBIBAIOLIEH 3apo/blill. BO3HHNKHOBEHHE B MPOLIECCE IBOJIIOIMHU CEPO3bI U AMHHOHA
oOecrieunsio ONaronpusiTHyI0 Cpedy Ui pa3BUTHS 3apojbllia U, MPEeI0TBPaTUB
OMACHOCTb BBICHIXaHUS 3apOJbIIIA, IMOCITYXHUJIO BaXHBIM (HaKTOPOM 3aBOCBAHUS
HACCKOMBIMHU CYIITH. AHAJIOTUYHBIC CTPYKTYPBI UMEIOTCS Uy Amniota.

Puc. 22. Cxema pa3BUTHSI aMHUOTUYECKOH MOJIOCTH Yy HaceKOoMBIX (1mo: Chapman, 1982): A — nosiB-
JIEHHE JIaTepaJIbHBIX CKJIAJOK, PACTYIIUX B MEHAIbLHOM HalpaBiieHUH (yKa3aHo cTpesikaMu); b —
CMBIKaHHE CKJIAJI0K; B — cimsiHuMe ckinagok ¢ 00pa3oBaHueM ABYX 000JI04Y€K — AaMHHOHA U CEpPO3bI. |
— Onacronepma; 2 — KeNTOoK; 3 — 3apoAblileBas MOJI0CKa; 4 — aMHMOTHYECKas CKIIaJIKa; 5 — cepo3a;
6 — aMHHOH; 7 — aMHHOTHYECKAs MOJIOCTh

[Ipeanonaraercs, 4To GopMUpPOBAHUE 3aPOJIBIIIEBBIX 000JIOYEK MEPBOHAYAIb-
HO BO3HMKJIO KaK CJIEZICTBHE CBO€OOPA3HOI0 NEpEeMELIEHH 3apobliia BriyOb sia —
TaK Ha3bIBAEMOI'0 O11acmoKuHe3d, KOTOPBIA XapaKTepeH Ui BUIOB ¢ KOPOTKOM U MO-
JYJTUHHOM 3apOIBIIIEBOM MOJIOCKONW U COCTOUT U3 JIBYX (as3.

B mepBoii dasze (koTtopas o0o3HAYACTCS KaK aHampencuc), MPOUCXOANUT TO-
rpy’KEHHE 3apoblla B KEITOK HauWHAs C 3aJHETO KOHIIA 3apOJBIIIEBON MOJOCKH.
[lorpy3uBIINCh BHYTPB XENTKA, 3TOT KOHEL NoBopauuBaercs Ha 180°. biaromaps
JABVKCHHIO 3a7HE 00JIaCTH TOJIOCKM B HANpPaBJICHUM TEPEIHET0 KOHIIA Siflla 3apo-
aein mpuodpetaeT cHadaida U-o06pa3Hyto ¢popMy, a 3aTeM BHOBb BBIIPSIMIIIETCS. — HO
Tenepb TOJOBHAs 00JacTh MOTPYXKEHHOTO B JKEITOK 3apojblllia oOpalieHa Hazaj.
[Ipu >TOM mepeMeleHuN CBs3aHHAs C 3apOJBIIIEM BHE3apOJBIINIEBAst IKTOJAEpPMa
TaK)K€ YBJICKAETCSl BIIyOb KENTKa, B pe3yJbTaTe Yero MEXIy BEHTPaJIbHOM CTOPO-
HOU 3apoJblla U KEJITKOM 00pa3yeTcss aMHHOTHYECKAas TI0JIOCTh, OTPAaHUYEHHAS CO
CTOPOHBI JKEITKA OJHOCIONHON BHE3apOIBIIIEBON 00010UKON — amuuorom (puc. 23).
Ocraromasicst Ha MOBEPXHOCTH SIHIIa BHE3apOIBIIIEBAsi KTO/IEpMa MPEICTABIISAET CO-
00it ceposy.
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Puc. 23. bnacrokunes y crpexo3sl Calopteryx (mo: Johansen, Butt, 1941): A — B — anatpencuc; I' —
E — kararperncuc. 1 — o6onouka siina (XOpruoH); 2 — cepo3a; 3 — )KeNTOoK; 4 — 3aIHAN KOHEI[ 3apo-
IBIIIA; 5 — aMHUOH, 6 — TIEpEIHUN KOHEIT 3apOo/iblilia; / — aMHUOTHYECKAs ITOJIOCTh

Bropas ¢daza 6nacrokunesa (Wi kamampencuc) XapakTepusyercs 00paTHbIM
HaIlpaBJIECHUEM TIPoliecca, B Pe3ysbTaTe KOTOPOTO 3apOJIbIII, TEIeph y>Ke CerMeHTH-
POBAHHBIN U UMEIOIINI Pa3BUTHIC MPUAATKU, BEIXOJUT Ha MTOBEPXHOCTD.

Y 3BOJIONIMOHHO OTHOCUTEIEHO MOJIOJBIX BUIOB C JUTMHHOW MOJOCKON MCTHH-
HBI 0J1aCTOKMHE3 OTCYTCTBYET, XOTS OMHCAHHOE BHIIIE PACTSHKEHUE M COKpAICHHE
3apOJIBIIIEBOM MOJOCKH, B XOJI€ KOTOPHIX Tak)Ke 00pa3yroTCsl aMHHOH M CE€p03a, BH-
MO, MOKHO paccMaTpUBaTh KakK MPOIECC, MMEIOMINA OOIIMe KOPHU C OIaCTOKMHE-
30M.

B sMmOpuoHanbHBIA Mepuoj NpOUCXOauT U (GopMmupoBaHue roHaa. Ecim y
MIPEACTABUTENICH TPUMUTUBHBIX OTPSIOB TICPBUYHBIE TMOJOBBIC KIETKH 000COOIISIOT-
Csl HA CPABHUTEJHHO MO3AHUX CTaIUSIX pa3BUTHUs, TO y MHOruX Holometabola (B Tom
qucie y Apo30(uiibl) OHM BO3HHUKAIOT, KaK YK€ TOBOPUIIOCH, B MIEPUO IPOOICHUS U
oOpa3oBaHust 0JIaCTOIEPMBI.

[Tormagarompe B 3aHIOI0 00JIACTh SIHIA S0pa OKPYKAIOTCS NOJAPHOU NAA3MOL
1 000COOJISIIOTCS B BUJIE NOJIAPHBIX KIEeMmOoK, KOTOpPbIe KaK Obl BHITAJIKUBAIOTCS Ha I10-
BepxHOCTh (cM. puc. 19). B xone ractpynsauuu nepBUYHbIEC MOJIOBBIC KJIETKH MOTPY-
KAIOTCSl BHYTPh 3apO/IbIINIA, JIOKATU3YsICh B 3aJHEM 3a4aTKe CpeaHell Kumku. B me-
PHOJ PACTSHKEHHUS TIOJOCKH OHU TMEPEMEIAOTCsl Ha JOPCATbHYI0 CTOPOHY SiIa u
BMECTE C 3aJHCH 00JIACTBhIO CPEIHEH KUK cMmemaroTes Brepea (puc. 24). Comaru-
YyecKas 4yacTh TOHaJIbl POpMUpPYETCs 3a CUET JaTEPATbHON ME30JepMblL. Y Ip030(HUIIbI
3a4aTOK TOHAJBI 3aKJIAJBIBACTCA B V OPIOIIHOM CETMEHTE, IPU 3TOM B COCTaB TOHa-
el BxoauT Mezoaepma V—VIII OprontHbix cermeHTOB. Me3oaepmaibHbIe 3JI€MEHTHI
MPOHUKAIOT MEXAY TOHOIIMTAMU U O0Pa3yIOT (OMIUKYIAPHLIL dnumenull SIeBhIX
TpyOOUEK U cnepmamoyucm.
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Puc. 24. TlepeMernienre mMooBOro 3a4arka B XoJie GOPMHUPOBAHKS 3aPOIBIIICBBIX JTUCTKOB Y MyXH
Dacus (mo: Anderson, 1962): 1 — 3anuuii 3auaToK CpeaHeN KUIIKH; 2 — IOJIOBOM 3a4aToK; 3 — MPOK-
ToAeyM; 4 — )KENTOYHBINA CHHIIUTUI; 5 — G1acTozepma; 6 — CToMoJieyM; 7 — IEPEIHHUH 3a4aTOK
CpemHel KUKy, 8§ — Me30/1epMa; 9 — sktoaepma

OMOpHOHAIBHBIA TIEPHOJ] Y HACEKOMBIX 3aBEPILAETCS IMOSBICHUEM JIMYHUHKHU.

['myOuna metamopdo3a IMUMHOK BapbupyeT. Hanpumep, y MHOTHX MyX U Tie-
PENOHYATOKPBUIBIX B X0/€ MeTamMop(}o3a MPaKTUYECKH BCS JTMUYMHOYHAS THIIOJEpMa
paspyliaeTcsi M 3aMellaeTcss MMarkuHaJbHOM, pa3pyllaroTcs JIMYMHOYHBIE JaOuaib-
HBIE JKeJe3bl, paIUKaIbHON NMEPECTPONKE NOIBEPraeTCs MYCKYyJIaTypa, HOBBIM 00JIMK
puoOpeTaeT TpaxelHasl abIxaTelabHas cucTema. PaspylieHue JTUYMHOYHBIX TKAHEH
IPOUCXOIUT MYTEM eucmoausza u ¢pazoyumosza. AKTUBHYIO poOJib B IIpolieccax MeTa-
MopQo3a UTPAET anonmos3.

[TocTpoeHre HOBBIX OPraHOB B3pPOCIOW OCOOM MPOMCXOAUT MPU yYaCTHH CIIe-
LMAJbHBIX 3a4aTKOB — TaK Ha3bIBAEMBIX UMACUHAIbHLIX OUCKO8, UM OCOOBIX pe3epB-
HBIX CKOIUICHUH TUIUIOUAHBIX UMAaruHaNbHBIX KIETOK — 2UCmoO1acmos, BXOJAIINX B
cocTaB (DYHKIMOHUPYIOIIMX MNOJUIUVIOUIHBIX TKaHed nauuuHku. JuddepeHuunanms
MMaruHajdbHBIX JIUCKOB M TMCTOOJACTOB HAYMHAETCS MPU MOJIYYEHUH COOTBETCTBY-
IOLIET0 TOPMOHAJILHOTO CUTHAJIA Ha CTa UM KYKOJIKU, TOTJAa KaK crienuuKanus Kie-
TOK MPOUCXOJIUT HA CTAJAUU O1acmodepmbl. XapakTep crneruduKainm KIeTok, oopa-
3YIOIIMX BIIOCJIEACTBUA MMaruHajibHbIE JUCKH, 3aBUCUT OT IOJIOKEHHUS 3TUX KIIETOK
BJIOJIb TIEPEIHE-3aIHEN W JOPCO-BEHTPAIBHOM OCEU. DTHU NETEPMUHUPOBAHHBIE HA
oOpa3oBaHHE JUCKOB KJIETKU MPAKTUYECKH HE MPOIU(EpUpyroT, OJHAKO Ha JIUUH-
HOYHOMW CTaJuU KIJIETOUYHbIC JIEJICHUS BO3OOHOBISIIOTCA M COOTBETCTBEHHO MPOUCXO-
IUT POCT TUCKOB.

VY npo3oduiel uMeeTcst JeCsITh OCHOBHBIX Nap MMAarvHajJbHBIX JUCKOB U OJIMH
HEMapHBIA B 3a/IHeN 00JIaCTH Tella, UAYIIMH Ha MOCTPOEHUE PENPOAYKTHUBHBIX Opra-
HOB KMBOTHOT0; HanboJsee KPymHbIA — UMaruHaJIbHbIN IUCK Kpblja COAEPKUT OKOJIO
60 ThIC. KJIETOK, IMAarMHAJIbHBIE TUCKHA HOT WIH JKyXoKanel — npumepHo 1o 10 Teic.

MMaruHanbHble JUCKH 3aKJIaJbIBAIOTCS Y JIMYMHOK B BHJIE€ AIUTEIHATBHBIX
yTOJIILIeHUH. Pa3nuyaroT HECKOJbKO THUIOB AHMCKOB (puc. 25). Haumbosee mpocto
YCTPOCHBI HAPYHCHBIUL W CB0OOOHbIU JTUCKU, PACHOJararoliuecss HEemoCpeICTBEHHO
10/ KYTUKYJION. boree CI0KHO yCTpOEHBI IOTPYKEHHBIE JUCKU: B 9TOM Clly4yae I'd-
nojepMa o0pasyer BISTYMBAHUE, MOTPYXKEHHAS YAaCTh KOTOPOTro o0paszyeT coOCTBEH-
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HO JUCK, COCIMHEHHBIN C THUIOJEPMOHN TepurnoauaibHeiM cTebenpbkomM. Ha cramum
KYKOJIKH TIpH JIEWCTBUH TOPMOHA SKANCTEPOHA MPOUCXOIUT BHIBOPAYMBAHNE UMATH-
HAJIBHBIX TIUCKOB Hapyxy. [Ipu 3TOM 1ieHTpanbHas 9acTh JUCKA TEIECKONYECKH BhI-
JBUTAETCA U 00pa3yeT NUCTAIbHYIO 00JIaCTh OpraHa; nepudepuyeckas 4acTb JUCKa
JaeT MPOKCHMAJIbHYIO 00J1aCTh KOHEYHOCTH (pHC. 26).

Puc. 25. Tunbl nMarnHaIbHBIX TMCKOB HaceKOMbIX (110: MBanoBa-Kaszac, 1981): A — napyxusiid; b
— cBoOOHBIN; B—]/] — morpyx&nHubie AUCKH, B TOM uncie: [' — morpyEHHbIN 00paléHHBIH,
J1 — morpyxEHHbIH cTeOenbuaThIit

n2-5
nl

Puc. 26. Cxema pa3BuTHS UMarnHaJIBLHOTO JUCKa HOTH JIpo3oduisl (To: Fristrom, 1975): A — uma-
TUHAJIBHBIN IMCK Ha PAHHUX CTaJAMSIX Pa3BUTHS, BUJ C IOBEPXHOCTH; b — TO e Ha mpo0JIbHOM
pa3pese; B — BeIBOpaunBaHue 3a4aTka HOTM — TOpaKalbHas TUIOJEpMa; 2 — IPEe3yMIITUBHOE Oepo;
3 — mpe3yMITUBHAS TOJICHB; J11—J15 — WICHUKH KOHEYHOCTH

1.2.2. Pa3BurHe MO3BOHOYHBIX

BooO1ie TpaauioHHO IMEHHO TO3BOHOYHBIE dKUBOTHBIE BBI3BIBAIOT Hanbosee
MPUCTAJIBHBIA UHTEPEC U SBIAIOTCS MOJEIBHBIMU OOBEKTaMH U3YYEHHUS IPOIECCOB
AMOPHUOHATLHOTO pa3BUTHUSA. IMEHHO OHHU JIErJu B OCHOBY pa3pabOTKU TeopeThye-
CKHUX IpencTaBiIeHU 00 3TuX mpoueccax. OuepKku pa3BUTHUS ITUX KUBOTHBIX 00s3a-
TEJILHO BXOJST BO BCE IMOPUOIOTMYECKUE YUEOHUKH.
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[Ipexxne yem MPUCTYNHUTh K OMUCAHUI0 3MOPUOTEHE30B MO3BOHOYHBIX, OTME-
THUM HECKOJIBKO CHEIU(PUIECKIX OCOOCHHOCTEN X U3TI0KEHUSI.

B xone opraHoreHesa 3THX >KMBOTHBIX IMPHUHITO €ro HadalbHYIO (a3y Bblle-
JSITh B Ka4€CTBE 0COOOTO MEepro/Ia, Ha3bIBAEMOTO Help)yiayuell.

Ha cragum HEMpynsiLuM pealn3yeTcs IJIaH CTPOEHHUsS OpraHu3Ma XOpAOBOTO
’KUBOTHOTO — yCTaHABIMBAIOTCSA BCE OCH CUMMETPHUH, 3apPOJIbIIIEBbIC JTUCTKH AU de-
PEHLHUPYIOTCS B CUCTEMBI OCEBBIX CTPYKTYP, BHYTPEHHUX U HAPYKHBIX OPTraHOB.

Becbma MHOrO ycmnmii ObUIO 3aTpadyeHO HCCIIENOBATENIMU Ha BBISICHEHHE
IIPOLIECCOB JIETEPMUHALIMK Y ITO3BOHOYHBIX >KMBOTHBIX. B wacTHOCTH, BoOmpoca,
HACKOJIBKO MpeAoIpeiesieHa CyIp0a KIETOK OJacTyIbl IPU MOCIEYIONIeH racTpys-
MU Y HEUPYJISALIUU.

[TonoxeHue U OKOHYATENBHYIO CyAbOY TOM UM MHOM 00sacTu OJIACTyJbI MO
3aBEPILICHUN TACTPYJISLIMM MOXHO YCTAaHOBUTh, HAHOCS METKH B Pa3JIUYHbIE ITYHKTHI
0JIaCTyJIbl M IPOCIIEXKUBAs UX MOCIEIYIOIINE ABMKECHUS U IpeBpatieHus. Pesynbra-
ThI TAKOTO MCCJIEAOBAHUS OTMEUAIOT Ha cXxeMe OJIacTysIbl UM paHHEH racTpyibl. Ta-
KHE CXEMBbl Ha3bIBAKOT Kapmamu npesymnmuensix (OynylHuxX WiH, B 00J€e TOYHOM
NEPEBOJIE C JIATUHCKOTO, MPENIOoIaraeMblX) 3auamkos. 11epBbIM Takue KapThl COCTa-
B HeMenkuit smopuosior B. ®@oxt (1888-1941) B 20-x rr. XX B. OH MpONHUTHIBAI
KyCOUKH arap-arapa 0e3BpeAHbIMU (TaK Ha3bIBAEMbIMU BUTAJILHBIMHU) KPACUTEISIMHU,
KOTOpbIE€ MPUAKUMAINCh K Pa3IU4HbIM 00JacTsIM MOBEpXHOCTU OnacTyibl. Kpacka
aupyHarpoBaga B 3apofblll, U COOTBETCTBYIOIIUNH €ro y4acTOK OKpAalllWBajCs.
[IpocnexuBas nepeMenieHusl MOCIEIHEr0, MOKHO Y3HaTh, II€ OH OKaXETCs MOCie
racTpyJiillMM U B KaKoM 3a4aTok npesparurcs. [Io doxTy, nepen Hayanom ractpyis-
LMY BCE 3aKJIAJIKU 3apOJbIIIa PACHOJIOKEHBI HA TIOBEPXHOCTH, TOYHEE, BBIXOJAT HA
MoBepXHOCTh. Ha ocCHOBaHMM MOJOOHBIX MCCIAEAOBAHUI U OB COCTABIIEHBI KApmbl
Npe3yMNMUGHbIX 3a4amKo8, KOTOpbIe Aajiee OyAyT MPEACTaBICHbl B OU€pKax pa3BU-
TUSI KOHKPETHBIX TPYIII dKUBOTHBIX.

1.2.3. Pa3BuTHE KPYIJI0POTHIX

Aiua >TUX KUBOTHBIX HOJUTEYUMATbHblE, MeNloneyumanshsie; Onarogaps
TOMY Opob.ienue noauoe, HepasHomeproe. IlepBbie ABe 6OPO3/1bI MEPUINOHAIIBHEIE,
TPEThS MPOXOANT B IMIMPOTHOM TUIOCKOCTH U JICTHUT SHII0 HA MUKPOMEPHI aHUMAJTBHO-
ro MOJyIIapusi 1 MaKpoOMepbl BEreTaTUBHOTO. B pesynbTaTe npobiienus oOpasyercs
Oyactyna kKak Obl MEpexoaHON (OpMBI — MEXKIY yeno- U amgubracmynou; B aHU-
MaJbHOM TIOJYIIApUHU €€ CTCHKA COCTOUT M3 JBYX-TPEX, @ B BET€TaTHBHOM ITOJTYIIIA-
PHUM — U3 IIECTU-CEMU CIIOEB.
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Puc. 27. CneBa — cxemMa pacIioyioKeHHS TPE3yMIITHBHBIX 3a4aTKOB MEPE]T TACTPYISIIIHUCH Y MHHOTH
(mo: MBanos, 1945): 1 — HelipanbHBIii 334aTOK; 2 — 3a4aTOK XOPbl; 3 — 9KTOJAEpMa; 4 — Me301epMa;
5 — sHTO/IEpMA; )KHUPHOU JTMHHUEH 0003HAYCHO MECTOIIOIOXKEHHUE CITMHHOM Iy0OBI Ostactomopa. Cripa-
Ba — CAarMTTaJbHBINA pa3pe3 uepes racTpyily MUHOTH Ha CTQJANH HapacTaHUs COIUHHON I'yObl 6J1aCcTO-
nopa (mo: MiBanos, 1945): 1 — 6macTouens; 2 — 6:1actonop; 3 — 3a4aTOK XOPJIbI;
4 — »eiipanbHas IJIACTHHKA; 5 — SHTOIEpMa

Ha xapTe nmpe3yMNnTUBHBIX SMOPHOHAIBHBIX 3a9aTKOB MHUHOTH MX PACIOJIOXKe-
HUE, M0 CYIIECTBY, HE OTJIIMYAETCS OT KapTUHBI, HAOII0IaeMOl y JIaHIIeTHUKA (pHC.
26). Tlepen crnmHHOW TyOO# Omactormopa JiexaT KIETKH, KOTOPBIC BIOCICICTBUN
g depeHunpyroTCcs Kak KJIETKHA XOpabl. Briepenn HUX pacrnosokeHa 30Ha HeWpOo3K-
ToaepMbl. JlaTepanbHbie U BEHTpaibHasi TyObl 0JIacTONOpa OKPY>KEHBI MaTepUajoM,
JArONIMM Havyasio me3onepme. LlenTpanpHas 00macTh BEreTaTUBHOTO MOJTyIIApHUS 3a-
HATA KJIETKaMH TIPE3yMITUBHON SHTOACPMBI, TOT/Ia KaK aHUMAaJIbHOE TOIyIIapue 3a-
HUMAIOT 9KTOJIEPMAJIbHBIC KIICTKH.

Takoe pacmpernenenue martepuana MpenomNpeesseT MPUHIUITHATBHOE CXOJ-
CTBO TaCTPYJSIIIUM MHHOTH C TacTPYJSIMEH JIaHIIETHHUKA, XOTSA, €CTECTBEHHO, OHA
MMeeT CBOEOOpa3Hble 4YepThl, OOYCIOBJIECHHBIE OCOOECHHOCTSIMHU CTPOEHUSI MHOTO-
cJoiHOM Onactynbl. BMecte ¢ TeM 61acmoyens, Kak U 'y JJAHLETHUKA, 3a0JHEH CTY-
JIIEHUCTOM MacCOM.

bracmonop mieneBUHBIN U PACIIONIOKEH MEXKIY DKBATOPOM U BET€TaTUBHBIM
MOJIFOCOM sIIeKIeTKH. OUeHb y3KOe U JJTMHHOE BISTYMBAHUE TaCTPOILIEIsi BOZHUKAECT
HE CTOJIBKO B PE3yJIbTaTe MHBArMHAIIMH, CKOJIBKO B pe3yJbTaTe HapacTaHUs J0pCallb-
HOU ryObI OJacTOMOpa Ha BEreTAaTHBHYIO MOBEPXHOCTH siina (puc. 26). ITo cBoemy
MPE3yMITUBHOMY 3HAYECHHIO TaCTPOIETh KPYTJIOPOThIX, HECOMHEHHO, SBISIETCS ap-
XeHmepoHOM, TIOCKOJIbKY, KaK U Y JIAaHIIETHUKA, OT €T0 CTEHKH TUITMYHO dHMepoyeb-
HbIM TIyTEM OTIENSIIOTCS Xopoa u comumsl. Kpome TOro, Kaxk M y JIaHLIETHUKA, OT Iie-
PEIHETO KOHIIA apXEHTEpOHA OTIIHYPOBLIBAETCS CHAYasia Tapa MepeaHuX IeJIOMOB
(Ha3BIBAEMBIX Y KPYTIOPOTHIX NPeMaAHOUOYIAPHbIMU), A 3aTEM Tlapa TaK Ha3bIBAEMbIX
MAHOUOYIAPHBIX U TIAPA 2UOUOHBIX YETIOMOE.

HepBHas cuctemMa BO3HHMKAEeT B BHJIE IJIOTHOTO TskKa, 0Opa3yroIIerocs B pe-
3yJbTaTe CKPYYMBAHMS HEPBHOMW TUTACTHHKH, TOJIBKO B TOJIOBHOH 0OJIACTH 3TOTO TH-
’Ka MMeeTCs MOJIOCTh, MOApa3/IeISIIONIasIcs 3aTeM Ha Psiji MO3roBbIX my3bipeit. (Cie-
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IyeT MOJAYEPKHYTh CBOEOOpa3ne HEUPYJSILUA Y MUHOTH, Y KOTOPOI MEepBOHAYaIbHO
3aKJIaJpIBACTCAd HEPBHBIN TSDK, TOTJAa Kak MOJIOCTh HEPBHOW TPYOKH, KaK U y pbIO,
BO3HUKAET MO3/IHEE. )

1.2.4. PazButue pbiod

VY 0ceTpoBBIX M JBOSKOJBIIIAIIMX PHIO paHHEE Pa3BUTHE CXOJHO C TaKOBHIM
ampuomii (cm. 1.2.5). OHM 00NaMaAOT Me30aeyumanbhbiMy STUIIAMA, HCITBITHIBAIOT
MOJTHOE HEPaBHOMEPHOE JPOOJICHUE, MPOXOIAT Yepe3 cTaauu aM(OuOIacTy bl U UH-
BarMHAIMOHHOW TracTpyJibl aMmpuoOuitHoro tuna. OT HUX PE3KO OTIIMYAETCS Pa3BUTHE
KOCTHCTBIX M IIJIACTUHYATOXAOCPHBIX PHIO: B ATUX TpyNmax SHIa MOJUTEIOJECIH-
TaJbHBIC, TPOOJICHNE HETIOMHOE (TUCKOUTATBHOE).

Cynas mo Bcemy, 00a TuIa pa3BUTHUSL HU3IIMX MO3BOHOYHBIX — C MOJIHBIM U C
JTUCKOUJAIBHBIM JIPOOJICHUEM — BO3HHUKAIOT HE3aBUCUMO. TpYyJHO CKa3aTh, CIIydai-
HOCTBIO WJTM 3aKOHOMEPHOCTBIO SBJISIETCSA TOT (DAKT, UTO OOTaThie )KEITKOM sifIa, KO-
TOpbIE 00YCIOBIMBAIOT TUCKOUIAIBHBIN TUI IpOOJIEHUS, XapaKTEPHbI JIJIsl MPOIIBe-
TAIOIIUX HBIHE CeJIaXWil U KOCTUCTHIX PBIO, TOT/Ia KaK MOJHOE APOOJIEHUE TUITHUYHO
JUTSI COBPEMEHHBIX JTBOSIKOJIBINIANINX, KUCTETIEPHIX, XPAMIEBBIX M KOCTHBIX TAHOUIOB,
T. €. ISl TPYII, UMEIONTUX B HACTOAIIEEe BPEMs BEChbMa OTPAaHUYECHHOE YHCIIO BUJIOB.

B nocnennue necsATUiIETHS MOJIETBHBIM OOBEKTOM MOJIEKYJISIPHOW OHOJIOTHH
pa3BUTHS U TEHETHKHU cTaj Danio rerio. HemanoBaxkHyIO pOJIb UIMEIIH U HEKOTOPHIC
0COOEHHOCTH OMOJIOTHH 3TOTO BUJA: OH MPEKPACHO PA3MHOXKAETCS B J1a0OpPaTOPHBIX
YCIIOBUSAX, JOCTUTAET TOJIOBOM 3pEJIOCTU 32 OTHOCUTEIBHO KOPOTKUU TMEPUOJ, WK-
PUHKH JIOCTATOYHO KPYIHBIE W MPO3pAayHbIC, YTO MO3BOJISIET BECTH HETIOCPEICTBECH-
HOE HaOJIIOJICHNUE 3a Pa3BUTHEM U €r0 aHOMausMH. [103TOMy HacTOSIIUI pa3aen B
3HAYUTETLHOM CTETICHH OMMPAETCS Ha CBEJCHUS O PA3BUTHH 3TOTO BHUJIA.

Pa3mepsl 001UTOB y phIO HAXOIATCS B OOPATHOW 3aBHCHMOCTH OT KOJIMYECTBA
MTOJIOBBIX TPOAYKTOB, BEIMETBIBAEMBIX CAMKOW: HAaMMEHBIITUE pa3Mephbl OOIMTOB Xa-
PaKTEpHBI I BUJOB C BBHICOKOW MPOAYKTUBHOCTHIO. MIMeeTcs: onpenenéHHas 3aBu-
CUMOCTh MEXIY pa3MepaMy UKPUHOK M CTaIUCH, Ha KOTOPOUH MTPOUCXOIUT BBLTYTLIIC-
HUC JTUYMHKW: Y BUJOB C KPYIMHBIMH OOIMTAMHU BBITYIUIIIOTCS MajbKH, OJTM3KHE TI0
(dbopme B3pOCTBIM KUBOTHBIM; Y BUIOB C MEIKUMHU OOIUTAMU BBUTYILISIOTCS JTUIMH-
KW, KOTOPBIC CYIIECTBEHHO OTIMYAIOTCS OT B3POCIBIX (hOPM.

S0 peIO OKPYKEHO nepsuyHOoL IO CBOEMY MPOUCXO0XKACHUIO TaK Ha3bIBAEMOMN
ayuucmoti obonouxot (zona radiata), uMerorei, Kak MpaBuiIo, A0BOJBHO CIOXKHYIO
CTPYKTYPY M paIHaIIbHYI0 HCUEPUCHHOCTD; TIOCTEAHSS 00yCIIOBIICHA HATMIMEM MHO-
TOYMCIICHHBIX MUKpOKaHajblieB. B mepuoa ooreHesa B kaHajbllbl zona radiata 3axo-
JSIT MUKPOBOPCUHKH OOIUTA U (OJUTUKYJISIPHBIX KJIETOK, YTO OOECTIeUnBaEcT TPaHC-
MOPTUPOBKY MHUTATEILHBIX BEIIECTB B OOIHT. Y HEKOTOPHIX BHJIOB PHIO Takke oOpa-
3YIOTCSI 6MOpUUHble U mpemuytble 000JI0UKH SHIIA. SiiueBass o0oyiouka HEMpo-
HUIIaeMa JjIsl CliepMHUEB. J[7151 UX MPOHUKHOBEHUS CITYKUT MUKPONUTE.

Sita kocmucmuix peid UMEIOT SIPKO BBIPAKEHHBIN mMeloleyumaibHblil XapakTep;
MOYTH BCS IMTOIUIa3Ma CocpeloTodeHa Ha nepudepun siima. [locie ormomoTBopeHUs
[IUTOIUIa3Ma CTATHBACTCS B QHUMAIbHYHO 00JaCTh, TIIE PACIIONIOKEHO SApPO, 00pasys
371ECh ITUTOTIA3MATUYECKU OYTOpOK, Wi O1acmoouck. BereraTuBHasi 4acTh OOIUTA
3aHsTa IVIOTHOM JKEJITOYHOM MacCoM, B KOTOPYIO BKPAILICHbI JKUPOBBIE BKIIFOUECHHS.
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Hpobnenne oJuckoudanvroe — OOPO3ABI 3aTPArUBAIOT TOJBKO 01ACMOOUCK.
[TepBbie yeThIpe AeiieHus 00bIUHO Mepuduonatvhsie (puc. 28, 29).

Puc. 28. Jlpo6nenue siiina pamyxuoit ¢popenu Salmo gairdneri, ctaaus 16 61actoMepos;
BH/JI C aHUMaJIbHOTO TTotroca (1mo: ruateeBa, 1975)

Ha ctagumn 16 0racToMepoB JHIIb YEThIpE HEHTPAIbHBIE KIETKH 000COO0JIEHBI
OT JKEITKa, TOrga Kak OJacToMepsbl, JeKallue M0 Nepudepun IUCKa, COXPAHSIOT
CBA3b C KeJITKOM. [lo3Hee HaumHarTCA JIeNeHus, IOCKOCTh KOTOPBIX MPOXOJUT B
IIMPOTHOM HampasiieHUU. biaronapst 3Tomy 00pa3yloTcsi KIETKH GHeuiHe20 CIosl
(xporoiuii cioit) u euympennue kneTku. [locnenHue coXpaHsioT CBA3b C HKEITKOM.

Puc. 29. [Ipobnenue sitna KocTucThix peido: A—I" — dopenu (mo: Kopur, 1954); /I — mypeHbl
(mo: bykke, 1962): 1 — mapabnact, 2 — Gyracromens, 3 — Oacrojgepma, 4 — KeEJITOK
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Ha cragusx apobnenus cyan0a KieTok emé He aerepmuHupoBaHa. [lokazano,
YTO MOTOMKH OJHOW M TOW € KJIETKH MOTYT IMOTAacTh B pa3HbIe TKAHU W B pPa3HBIC
o0JacTH Tea 3apoIbIiia.

HpoGnenue 3aBepiaercs o0pa3oBaHUEM OUCKOOIACT)bL.

[Tocne smuTeNM3anmuu KIETOK KPOIOIIETo Cos Oacmomepras OnacTyna cTa-
HOBHTCS numenuaibHou. JJHo O1acTybl BRICTIAHO CUHYUMUATbHLIM NePUOIaAcmom,
KOTOPBIN CBsI3aH C kedTkoM. Ha ctamum Onactynbl cienuUIUpyrOTCsS TOJIBKO ca-
MBIE€ HapYXXHBbIC KJIETKA KPOIOIIETO CJIOS, KOTOPHIE BIOCIEACTBUU IAIOT BHEITHHMA
MIOKPOB 3apojibiia — nepudepmy (puc. 30).
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Puc. 30. Cxema crpoenus Giactyssl Danio rerio (mmo: Solnica-Krezel, Driever, 1994): A — no3anss
onactyna; b — cragust 30%-no# 3nubonuu. 1 — coii KpPOIIIMX KIETOK; 2 — BHYTPEHHUE KIETKH; 3
— BHYTPEHHSS 001acTh NepubIacTa, WK KeJITOYHOTO CHHIIUTHATILHOTO CJI0sT; 4 — sijipa nepuodnacra;
5 — MHUKpOTPYOOUKH; 6 — )KENTOK; 7 — BHEWIHsAA 00JacTh nepubdiacta

Ha pannux sranax apoOJieHus JeNeHUsl CUHXPOHHbIe, TTIO3HEe CUHXPOHHOCTD
KJIETOYHBIX JICJICHUN yTpauuBaeTcs. MI3MeHeHUs! JUIMTENTbHOCTH U CTPYKTYPHI KJle-
TOYHOTO IMKJIa KOPPETUPYIOT C HAYaJIOM 3UTOTHYECKOM TPAHCKPUMIUU. ITOT Tepe-
JIOMHBI MOMEHT B Pa3BUTHH HA3bIBAIOT MOUKOU nepexoda Ha cmaouu cpeoHell O/a-
cmynbl. BaxkHOW OCOOEHHOCTBIO ATOM CTaauU SIBISIETCS TO, YTO KIIETKH 3apOjIbIIia
MpUOOPETAIOT CIIOCOOHOCTh K aBTOHOMHBIM JBMKEHUSIM, a 3TO CO3JAET MPEINOCHLI-
KM JIJIs1 Hayasia MOp(OTeHETUIECKUX TPOIIECCOB.

OpHUM U3 MEePBBIX COOBITHH, CBA3AHHBIX C JABHKCHUEM KIIETOK, SBIIICTCS 00-
pacTaHue >KeJITKa, B X0J¢ KOTOpPOro OJacTojepMa pacrpoCTpaHIeTCs MO HalpaBlie-
HUIO K BET€TaTHBHOMY IOJIOCY. HampaBieHHBIH pocT 01acTOIePMBI TPOUCXOAMT 10
HAPY>KHOU IMOBEPXHOCTH KEITOYHOTO CUHILIUTHUS C €r0 pa3BUTOM CHUCTEMOM MHUKpPO-
TpyOouek (puc. 30).

[Iponecc oOpacTanust KenTKa 4acTO HA3BIBAIOT dnuboauetl, MOTIEPKUBAs €To
(YHKITMOHATBHYIO OJM30CTh K OJJHOMY U3 DJIEMEHTOB racTpyisauuu. Cieayer oTMme-
TUTb, OJTHAKO, YTO y KOCTUCTHIX PHIO oOpacTaHNEe HAUYMHACTCS J0 HACTYIUICHHS COO-
CTBEHHO TaCTPYJISIINH, OTIUIUTEIBHBIM MMPU3HAKOM KOTOPOH MOXKET CIY>XHTh (op-
MUpOBaHUE OiacTtornopa U nepBuyHOU Kuiiku. OOpacTaHue KelaTka B YMOPUOHATb-
HOM Pa3BUTHUU KOCTUCTBHIX PBHIO HAXOJIUTCS B TMPSIMOM CBSI3U C MepoOIACmMUYECKUM
TUTIOM JAPOOJICHUSI U HEOOXOJAMMOCTHIO YTHJIM3UPOBATH 3arachl NMUTATEIbHBIX Be-
IIECTB, COCPEAOTOYCHHBIEC B HEPOOSIIEHCS YaCTH 3apO/IbIIIIA.
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Hawano ractpynsanuu 3HamMeHyeTcsi oOpa3zoBaHueM Ha nepudepun 6iactoauc-
Ka 3apObIIIEBOTO KOJBIIA, U Kpaegoeo éanuka. Macca BHYTPEHHUX KIIETOK, HaXO-
JSIIAXCS TIOJ] CJIOEM KPOIOIIHNX, TIOpa3AeisaeTCs] Ha JBa 3a4aTka —onubaacm, Jexa-
U HETIOCPEICTBEHHO IO KPOIOIIUM SITUTEIHUEM, U Me39HMOO0epMy, HaXOISAIIYIOCs
B KOHTAKTE€ C >KEITOYHBIM CHHIIUTHAIBHBIM cioeM. O00coOleHHe ITHX 3a4aTKOB
HPOMCXOUT PA3UYHBIMH criocobamu: y Danio m MHOTHX JIpyrux KOCTHUCTBIX PBIO
OIKcaHa MHBOMIONMS Kpasi 0mactoaucka (puc. 31); y Fundulus rumo6iact Bo3HHKaeT
nyTéM HMHTpeccuu; y (Opes paccioeHue MPOUCXOIUT BCIEACTBUE IIEHTPOOEKHOTO
TIBYDKEHUS YaCTH KJIETOK BHYTPEHHEU MacCHI.

Puc 31. Cxema HHBOJIOIMH KJIETOK B 00JIaCTH KpaeBoro Banuka y Danio rerio Ha ctaauu paHHeH
ractpysnsl (ro: Langeland, Kimmel, 1997): 1 — snubnact; 2 — ¢10#i KpOIOIIHUX KJIETOK;
3 — runobnact; 4 — nepubnact; S5 — KenToyHas rpaHya

Ha xapTe mpe3yMnTUBHBIX 3a4aTKOB AaHUO (puc. 32) BUIHO, YTO HA AHUMANb-
HOM TIOJIFOCE PACTIOJIaratoTCsl KIETKU 3KMO0EePMAanbHOU TIPUPOJIbI, TOTOMKH KOTOPBIX
Jal0T Ha BEHTPAJIbHOM CTOPOHE 9nudepmuc, a Ha 00pcaibHOl CTOPOHE — 3a4aTKH op-
2aHO08 YYBCME, 20106HO20 N CNUHHO20 MO3Ta. B akeamopuanvroii o01actu pacmonio-
KEHbI KIIETKU dHMOOepMalbHOl TPUPOIbI, POPMUPYIOLIUE 210MKY, NeUeHb U KUWKY.
B npomexyTo4dHOI 30HE HAXOAUTCS Me300epMalbHblil 3a4aTOK, COJepKaluil MaTe-
puan oyayuieit xopowl, cepoya, comumos u Kiemok kposu. Cyas Mo 3TOH KapTe, Ha
CTaJNM paHHEH TacTpyiibl YK€ B ONpPEACICHHOW CTENEHU MpeaonpeneneHbl dopco-
BEHMPAIbHASL U NepeOHe-3A0H51s1 OCH.
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HIHACPMHUC rOJIOBHOI

XKenrox

v
Puc. 32. Kapra npe3yMITHBHBIX 3a4aTkoB Danio rerio Ha crajnu paHHe# racTpyJibl, BU COOKY;

JopcaibHasi CTOPOHA CIipaBa, BeHTpayibHas — ciieBa (rmo: Langeland, Kimmel, 1997): skroxepmaiib-
HBIC 3a4aTKU (SMUACPMHUC, HEUPAIbHBIN 3a4aTOK) HAXOAATCS B AHUMAJIbHOM TIOJTYIIAPHH; Ha Tpa-
HHIIE 0J1aCTOACPMBI KOJIBIICOOPA3HO PACIOI0KEHBI SHTOACPMAIbHBIC 3a4aTKH (KUILKA, [1CYCHb,
TJIOTKA); ME30JIEPMANIbHBIC 3a4aTKH (XOp/1a, MBIIIIIBI TOJIOBBI, CEPIIIE, TPOHEPPOC, COMUTHI, KPOBB),
TaKKe 00pa3yIoIINe KOJIbIIO, OMOSCHIBAIOIICE rACTPYITy, 3aHUMAIOT TPOMEKYTOUHOE TTOJIOKEHHE.
A, V — COOTBETCTBEHHO aHMMAaJIbHBIN M BEreTaTUBHBIN MOI0Cca; D — cCliMHHAs CTOPOHA;

Ven — OpromHast CTopoHa

Crnenyromuii 3Tan TacTPYJISAINH CBSI3aH ¢ 00pPa30BaHUEM 3APOO0bILUEBO2O UUM -
Ka, KOTOPBIA BO3HHUKAET B PE3yibTaTe KoHBepeeHyuu KIETOK BHYTPEHHEH MacChI.
Knerku u snmbnacra, u rumodsiacta HAYMHAIOT KOHIICHTPUPOBATHCSA B 30HE OJHOTO
13 MEPUIUAHOB DKBATOPHAIBHON 00JacTH. B pe3ynbrare MMpOTHOTO NEPEeMEIICHHS
KJIETOK B 9KBAaTOPUAJIHLHOM 00J1aCTH 00pasyeTcs YTOJIICHUE — 3apOo0bllilesblil WUMOK
(MM Kpaeeoil y3esoK), KOTOPBIN SIBJISIETCS TOMOJIOIOM CIIMHHOW TyOBbI Oiactoropa
ampuouii.

B 9T0i1 0071aCTH IPOUCXOIUT MeOuUoIamepatbHas UHMepKalayus KIeToK, B pe-
3yJbTaTe KOTOPOM 00JIacTh HIMTKA CY>KaeTcs, a caM 3TOT 3a4aTOK BBITATUBACTCS B
JUTHHY.

B xone ractpymnsiuu B 00J1acTH 3apOJIBIINIEBOTO IIUTKA B IMEPBYIO OYEpElb
MPOUCXOIUT UHBONIOYUST MATEPUATIA 20N08HOU 3HMOOepmbl. Benen 3a HUM yXOAWT
MaTepHuas XOpbl U MPOI0JDKACTCS MIEPEMEIICHUE SHMOOEPMATbHbIX KIETOK U3 00KO-
BBIX YacTeH; depe3 OOKOBBIC KE yYaCTKH MPOMCXOAUT MEPEMEIICHHE KIETOK Oymy-
el Me3eHXUMbI. IHBOTIOUPYIOIINMA B 00JIACTH KPAaeBOTO y3€JIKa IJIaCT pacipocTpa-
HSCTCS B MEPEIHEM HAMPABIICHUH, TUIOTHO BKIIMHUBASICh MKy HapY>KHBIM CIIOEM U
nepubsactomM. KireTku, KOTOpbIe MHBONIOUPYIOT TO3AHEE, 3aHUMAIOT U Tepudepuio
3aJIHeH 4yacTu O6JaCTOMMCKA, 00pa3ys 371eCh ME30IePMATbHBIN 3a4aTOK.

Hapsiny ¢ xKoHBepreHIuen W pacTssKeHHEM, KOTOphbIe BEIyT K OOpa30BaHUIO
OCEBBIX CTPYKTYP 3apObIlia, B XOJI€ TaCTPYJISAIMUH MPOJIOJDKACTCS MPOIECC 2nuUOo-
auu. OOpacTaHue KeNTKa MPOUCXOAUT HEPABHOMEPHO — OBICTpPEE BCEro OHO HIET B
repeHel U JJaTepalibHBIX 00J1acTIX 0JacTOAMCKA; B 3aHEH 00J1aCTH, TIe MPOI0JIKa-
€TCSl MHBOJIIONUS KJIETOK, 3MHUOO0JMS HECKOJIbKO 3amemieHa. B pesynbrare obOpacra-
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HUS TIOBEPXHOCTh MEPHOJIACTa W JKEJITKA OKA3bIBAETCS MOKPHITON BHE3APOIBIICBON
AKTOJAEPMON M ME3CHXUMOM, NAIOIIECH HAYalo JHCelMmOUHOU KPOBEHOCHOU cucmeme.
Takum 00pazoM oOpa3yeTcsi MPOBU3OPHBIN 3apOIBIIIEBBIA OPraH — JHCeNMOUHbIU Me-
wok, odecreurBaronnil nepepadoTKy U TPaHCIIOPTUPOBKY 3araca MUTATEIbHBIX Be-
niecTB. BO3HMKHOBEHHE JKEITOYHOTO MEMIKa MPOUCXOAWIO B 3BOJIIOIUU HEOITHO-
KpPaTHO W HE3aBHUCHUMO Y KMBOTHBIX C TAKOM OpraHu3alnen SUIEeKIETKH, KOTopas oc-
HOBaHA HA CErperaiyuu >KeITKa U JIPYTruX MUTATEIbHBIX BEUIECTB B 0CO00H HEenpoOs-
Iieics 30HE.

brnaromapss HepaBHOMEPHOCTH OOpacTaHWs TMEpPEeTHUN Kpall aucKa, Oorudas
KEJITOK, PUOIHKACTCS K 3aJHEMY KOHILY 3apOJIbIIIa, T/I€ HEKOTOPOE BpeMs OCTaETCs
HE3aKPBITHIM HEOOJIBIIIOE OKPYTJIOE MPOCTPAHCTBO — TaK Ha3bIBAEMas JHCeNMOUHA
npobka. Bckope oHa 3aMbIKaeTCs, W TIEPEIHUA Kpall OJacTOAMCKAa COSTUHSETCS C
3aIHUM KOHIIOM 3apOo/ibIIa.

[Tocne 3aBepiieHus SMUO0IMK PACTsHKEHHUE 3apOIblliia B IEPEIHEM HarpaBJie-
HAM 3aKaHYMBaeTcsi. TeM He MEHee pOCT 3apojbllia MPOJOJDKAETCS B 3aJHEM
HaIpaBJeHUH, OJarojapsi 4eMy BO3HUKAET X80CMOBAsl NOYKA — OOOCOOJICHHBIA OT
KEJITKA 3aJHUN OTAEIN 3apO/IbIlIa.

CraHoBJIEHHE XapaKTEPHOTO /JI TO3BOHOYHBIX [JIAHA CTPOCHUS MPOJIOIIKAET-
csi 1 mociie racTpyisiuud. OCHOBHBIMH COOBITHUSIMU TOCTTaCTPYIISIIMOHHOTO TIEpHOJIa
ABJISIIOTCSL 000coOenue U ouggeperyuayus xopobl U HEPBHOU CUCEMbl, A TaKKe
ceemenmayus meaa; nadepeHmanus Tejaa NPouCXoIUT B NepeHe-3aJHEM HarpaB-
JICHUH.

CerMmeHTanus 3aTparuBaeT MPEXAEe BCEr0 ME30jepMalibHbIE TMOJIOCKH, JIexkKa-
e no o0e CTOPOHBI OT XOpAbl. Bo3HHKarone 00po3/bl MOCAEA0BATEIBHO, B TIe-
peaHe-3aIHEM HaNpaBICHUU OTIEISIIOT 000COOJEHHbBIE CKOIIJICHUS] ME301epMaIbHBIX
KJIETOK — COMUmbl; UX YUCIO 3aMETHO BapbUPYET y Pa3HBIX BUJIOB: Y JAHUO OHO JO-
cturaet 30-34, y nococs — 63-64. B cocTtaBe comuTa UMEIOTCS, MO KpalHeH mepe,
JIBE CyOMOMyJIsilUKA KIETOK, 00pa3yroIIie MuUomom — MBIIICUHBIN 3a4aTOK U CKIepo-
MoM — 3a4aTOK CKEJETHBIX CTPYKTYp. Bo3MOXkHO, B cocTaBe coMuTa phid UMEETCs U
TUMAYHBIA JU1si 00Jiee BBICOKOOPTAHW30BAHHBIX IMO3BOHOYHBIX TPETUH 3a4aTOK —
depmamom, TIPOU3BOIHBIC KOTOPOTO JAIOT KICTKU AepMblI (puc. 33).
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Puc. 33. MopdoreHeruueckue mpomeccsl Ha craauu (opMUpOBaHUs COMUTOB y Danio rerio (1mo:
Langeland, Kimmel, 1997): 1 — HepBHBIC OTPOCTKH, HHHEPBUPYIOIIUE JOPCATBHYIO U BEHTPAIBLHYIO
MYCKYJIATypy Tela; 2 — KIIETKA HEPBHOI'O IpeOHst; 3, 4 — HAIIpaBJICHUE MUTPALIMU KIIETOK HEPBHOTO

rpeOHs; 5 — MHOTOM; 6 — CKIIEpOTOM; 7 — XOp/ia

OCHOBHYIO pOJib B (DOPMUPOBAHUH OCEBBIX 3aYaTKOB y KOCTHCTBIX pbIO Hrpa-
10T JIBIDKEHUSI KOHBEPTCHTHON MHTEPKAISIIINK KIJIETOK K JIOPCATbHOM CpelHel TUHUH
(puc. 43, A, b). IIpu 3TOoM Bce oceBble 3a4aTKu (XOpJa, COMUTHI, HEpBHAsI TPyOKa)
o0pa3yroTcsi U3 BHYTPEHHEH Macchl 0JIaCTOMEpPOB, C CaMOro Hauaja JIeKalluX Ha
pa3HBIX YPOBHSIX.

Puc. 34. Pannue craguu pa3sutus ¢openu (no: bomtapn, 1989): A — tpaekTopun ABM>KEHHS BHYT-
peHHHUX 0JIaCTOMEPOB K KpasiM 3apOBIIIEBOTO JUCKA (TOpcaabHbBIN Kpail — BHU3Y); b — cooTHOIIIE-
HUE JIB)KEHUH KJIETOK BHYTPEHHUX CJIOEB (CIUIOLIHBIE CTPENKN) U BHEUIHETO €105l (IyHKTHPHBIE
CTpEJIKH) Ha MOCJIeJOBATEIbHBIX CTAIUAX PA3BUTHSI; TOPU30HTAIBbHBIE MTOTYOKPYKHOCTH — MOCIIEe-
JI0BaTeNbHbIE YPOBHM 00pacTaHus sAila 3apoJbILIEBbIM TUCKOM. By B,, B, — KapThl Ipe3yMNTHB-
HBIX 3a4aTKOB Ha TPEX MOIEPEUHbIX YPOBHIX Onacronucka. HezamTpruxoBaHHbBIN BEpXHUH CIIOM —
Hapy>KHas KJIeTouHast 000si0uKa (mepuaepma), F'yCThIMU TOUKaMU MOKa3aH MPpe3yMITUBHBIHN 3aya-

TOK HEPBHOM CHCTEMBI, 00JIee peJKUMHU — MPE3yMITUBHBINA 3a4aTOK XOP/Ibl, CAMBIMU PEIKUMHU — 3a-

4aTOK ME30JEPMBbI
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B xoH1E racTpynsiuuu Heuposkmooepma NPUHUMAET BUJL HEPEHOU NIAACUHKU,
0o0pa3oBaHHOM CcTOJIOUATHIMU KileTKamu (puc. 35). Ha craguu Hepyabl cUMMeTpHY-
HO PacIoJIOKEHHbBIE JIeBasi U MpaBasi MOJOCHl MIACTUHKHU CONMXKAIOTCS U 00pa3yloT
IJIOTHOE CKOILJIEHUE HEHpaNbHBIX KIETOK — HeupanbHuill Kuib. 1lpu 3TOM KIETKH,
PacIoJIOKEHHbIE Ha JIATepajJbHOM TpaHUIlE MIACTUHKH, 3aHUMAIOT JOpPCaJIbHOE IO0-
JIO’KEHHE, a KIJIETKU LIEHTPaJIbHON 00JaCTH MIACTUHKU OKA3bIBAIOTCS B BEHTPAILHOM.
[loznHee HeWpaidbHBIM KWJIb OKPYIJSETCS M MNPUHUMACT BHUJ UUIMHAPUYECKOTO
CTEPKHS, MPOXOIAUIEr0 MO MEAUAIBHOW JMHUM BIIOJIb Tella 3apojsima. Hakower,
nyTEM PaCcXOXKJIEHUS KICTOK, WIH Kasumayuu, 00pazyeTcs 1mojias HepBHas TpyOKa.

Puc. 35. Cxema oOpa3zoBaHusi HEPBHOM TPYOKH y 3apoAbliiei KOcTUCTBIX pbIO (mo: Papan, Campos-
Ortega, 1994): A — HepBHas MJIACTHHKA; b — HEPBHBIH KWb; B — HEPBHBIH CTEPIKCHB;
I' — HepBHas TpyOka

3aMeTuM, 4TO MPHU HEHPYIALUU Y KOCTUCTBIX PHIO HE MPOUCXOIUT TUITUIHBIX
1151 OOJIBIIMHCTBA 3apOIBIIICH MO3BOHOYHBIX IBMKCHUN CKPYYHBAHUS HEPBHOM ILIa-
CTHMHKH. BMECTO 3TOro mpe3yMNnTHBHBIE KJIETKH HEPBHOW CUCTEMBI KOHBEPTHPYIOT K
CpeaHe-A0pCaIbHON JTMHUN 3apO/bIIa OJHOBPEMEHHO C APYTUMH KIETKAMH OCEBBIX
3a4aTKOB, a HEBPOIICJIh BO3HUKAET B 3TOW KJICTOYHOM Macce IU3OICIbHBIM IyTEM
(T.e. MyTEM pacXOXkKICHUS KIIETOK.)

OmnwrcaHHBIE TPOIIECCHI MPOUCXOIAT BecbMa ObICTpO (puc. 36).

44



() Bnacroamex (iv)

=

)

SR
b W D
Ay —-

D)

oy
&

AN
ATy,

0
S

Puc. 36. [Tepssie cytku pazutust Danio (mo: Langeland, Kimmel, 1977)

1.2.5. PazButue ampuoduii

JlerkomocTymHble, 00aIalONINE JOBOJBHO KPYIHBIMU SHIIAMU, HETPUXOTIIN-
BbIE TIpU cojlepkaHUU aM(uOuu, Mpexkae BCEro HEKOTOPHIC JISTYIIKH M TPUTOHHBI,
CTaJIM KJIACCHYECKUM OOBEKTOM OMOJIOTHH pa3BuTHs. Ha HUX BBIMOIHEHBI Pa3HOO0-
pa3HbIe SKCIEPUMEHTAIBHBIC HCCIICIOBAHMUS, KOTOPhIC BHECIN HEOIICHUMBINA BKJIA] B
noHuManue GyHIaMEHTAIBHBIX MPobieM MopdoreHesa.

OMOpHUOHAIIBHOE pa3BUTHE Oe3rnoeux am(puOUil MpakTUUYEeCKH HE u3ydeHo. B
Pa3BUTHH XBOCTATbIX U OECXBOCTHIX UMEIOTCA CYIIECTBEHHbIC Pa3IMuus, XOTS MPUH-
LUIAAJIbHAs CXeMa Pa3BUTHUS Y HUX 00I1Iasl.

N3 6ecxBOCTBIX MOJETBHBIMU OOBEKTaMU OMOJIOTMHM Pa3BUTHS CTAIU OKHO-
adpukaHcKas MmopliieBas Jsaryiika Xenopus laevis v, B MEHbIIIEH Mepe, MpeICTaBu-
tenu poaoB Rana u Bufo. Cpeau xBocTaThix HanOOIbIIEH TONMYJISPHOCTHIO TOIB3Y-
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I0TCS akcosoT/ib Ambystoma mexicanum, simoHckuilt TputoH Cynops pyrrhogaster u
eBpornerickuii TputoH Pleurodeles walti.

Siiua ampubuit menoneyumanvroeo TUIA, C BBICOKOW KOHIICHTpAIIMEH KeITKa
B BEr€TaTUBHOM TOJYIIAPUHU; KOPTUKAIBHBIN CIIOM aHUMaJIBLHOTO MOJIYIIapUs Y MHO-
IUX JSTYHIEK CUIIbHO MUTMEHTUpOBaH. [locne omiogoTBOpeHus: NpOUCXOAUT KOPTHU-
KaJIbHasl poTalus, B X0/i€ KOTOPOH KOpPTEKC siiilla MOBOpayMBaeTcs: npuMepHo Ha 30°
[0 MEpUUaHy, MPOXOASIIEMY Yepe3 TOUKY BXOXICHHS CIIEpPMaTO30U/]la B aHUMAaJIb-
HOM Torytiapun. KopTukaiibHast poTarus nmpeAcTaBiIsieT co00i 09eHb BaXKHOE COOBI-
THE B pa3BUTUN aM(UOUH, TaK KaK OHA OOYCIIOBIMBAET MEPEMEIIECHNE U aKTUBAIIHIO
psiaa MopdoreHeTudeckux (akTOpoB U MPEIONPEACISeT MOJI0KEHUE OCel 3apoabl-
ma.

BcenencrBue BpaimeHuss KOPTHKAIBHOTO CJIOS CTAHOBHUTCS BUIUMOM CKpBITas
paHee cepas HUTOIUIa3Ma AaHUMAJBHOTO TMOJNyIIApUs: o0pa3yeTcs TaK Has3bIBaeMBbIi
cepuiti cepn (puc. 37), KOTOPBIA pacHoyioKeH Ha OyJyllel CIHUHHOW CTOPOHE 3apo-
JpIIIa U 0003HAYAET MECTO, TJIe HAYHETCSI 00pa30BaHUE 00p3aibHOU TYOBI 0JaCTOIO-
pa. IlmockocTs MepuauaHa, KOTOPBIM MPOXOJUT 4Yepe3 CEepeArHYy CEporo cepma,
MIPEJICTABIISIET COOOU cazummainbHyto TIOCKOCTh 3apO/IbIIIia.

A

Puc. 37. KoptukansHoe BpalnieHrne 1 00pa3oBaHue Ceporo cepra B OTUIOJ0TBOPEHHON SHIICKIIETKE
am¢u6bun (mo: Ellinson, Rowning, 1988): A;— BHeUIHu1 BUA 3UroThI iepe] poTaluel KOpTUKaJb-
HOTO cJ1051; A, — TO K€ TI0CJIe KOPTUKAIBbHOW poTanuu; b,— caruTraneHeli pa3pes siina 10 Kop-
TUKaJIbHOW poTtanuu; b,— To ke nocne BpameHus. A, V — COOTBETCTBEHHO aHUMAJIbHBIN U BEreTa-
TUBHBIN nonoca siitexnetkn; TBC — Touka BXOKIeHUS criepMaTo3ona. 1 — KOPpTUKAIbHBIN MHT-
MEHTHPOBAHHBIN CJI0M; 2 — KOPTUKAJIbHBIM HEMUTMEHTHPOBAHHBIN CII0i; 3 — 00JaCcTh Ceporo cepra;
4 — cnabo MUrMEHTUPOBAHHAS IIUTOIIa3Ma
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1.2.5.1. IpoGnenue

Hpobnenue cunxponnoe, nonnoe, nepastomeproe (puc. 38). Ilepoie nBe 0o-
PO3IIBI IPOXOAT MEPUANOHAIBFHO U NIEPIIEHAUKYISIPHO OpyT npyry. IlepBas 6oposna
MIPOXOJUT Yepe3 CepeIuHy Ceporo cepria W JCNUT S0 Ha MPaBYO U JIEBYIO YaCTH.
Tpetbst 60po3na — MMpOTHAS (MM JTATUTYAHHAIbHAS) MMPOXOAHUT B TUIOCKOCTH, Ta-
paJUIETBbHON 3KBAaTOPUAIBHOM, M OTAEISIET AaHUMAJIbHbIE 0JIACTOMEPBI MEHBIIINUX Pa3-
MEpPOB OT KPYITHBIX BEreTaTHUBHBIX. B pe3yibrare 4eTBEPTOr0 MEPUAMOHAIBLHOTO H
MSITOTO MIUPOTHOTO JeNIEHUsT o0pa3yeTcs cTaaust 32 01acTOMEpOB.

AHMMaJILHBIN TTOJIIOC

Puc. 38. Ipo6nenue siinia TpaBsiHo# nsryniku (Rana temporaria) (mo: Hiittner, 1949): A — nepBoe
nenenue; b — Bropoe aenenue; B — ctaaus 8§ 6mactomepos; I — cranus 16 6mactomepos; /| — cra-
nust 32 6nactomepoB; E — cranus 64 6nactomepoB; XK — craaust panHeii 01acTyisl;, 3 — cTaaus
cpenueit 6nactynsl; M — ctaaus mo3aHel snuTenuanbHoi Onactynsl. 1 — mepuauonansHas 60posnia
MIEPBOTO JICJICHHS; 2 — MEPHUIMOHAIbHAs 00p03/1a BTOPOTo JIeJeHUs; 3 — IUPOTHAst 00pO3/1a BTOPO-
ro JeneHus; 4 — aHuMalbHbIe OJ1acTOMEpHI; 5 — BereTaTUBHBIC OJIACTOMEPHI

B mponecce apolGieHns KOpTUKalbHAs LMTOIUIa3Ma, COMPOBOXKAAroIias 0o-
PO31bI IpOOJIeHNs, YACTUYHO MepeMeIaeTcsl BriayOb 3apobliia, 4YTO BeIET K HOBBIM
CBSI35IM MEXKJly OCHOBHBIMHM KOMIIOHEHTaMU fiilia. Ha 12-M kjeToyHOM LHKIIe HacTy-
MaeT MOMEHT, TaK Ha3bIBaeMas TOUYKa Mepexo/ia Ha CTaluu cpelHel OacTyJIbl, Koraa
CUHXPOHHOCMb TPOOIICHUS Hapyuaemcs.

B mnporecce mpobnenust obpasyercs Oracmoyenvb, KOTOPBIM PACIOIOXKEH B
aHuMaiabHOM nonymapuu (puc. 39). Ero kpsliiia cOCTOMT U3 HECKOJIBKHUX PAJIOB KJile-
TOK; 6ecemamugroe TodyIaprue 00pa3oBaHO KJIETKAaMU KPYITHBIMU, OOTaThIMH KeIT-
KOM, CpeNl KOTOPBIX UMEIOTCS U nepsuttble no108ble KIETKU.

47



Puc. 39. Cxema crpoenus 6mactynsl ampuodbun (rmo: Huttner, 1949): M3 — unBomtoupyromas 00-
JacTh MapruHanbHOM 30HbI. Kb — kpbima 6mactornens; M3 — MmaprunanbpHast 30Ha; 1 — 6racTones;
2 — IepBUYHBIE TTOJIOBBIC KIIETKH

[Tpu paccMoTpeHMH KapThl MPE3YMIITUBHBIX 3a4aTKOB aM(puOuil oOpamiaer Ha
ce0sl BHUMaHue €€ MPUHIUIINAIBHOE CXO/ICTBO C COOTBETCTBYIOIIMMHU KapTaMHu HU3-
IITUX XOPJIOBBIX, a Takke mMuHOTH (puc.40). B meHTpe BeretaTuBHON 00J1aCTH 37€Ch
TaKXe€ PACHOJIOKEHBI KIIETKH, KOTOPBIE MPH NATBHEUIIEM PA3BUTHU HAKOT 3a4aTOK
SHTOZIEPMBI. Briepeau KIeTOK 3HTOEPMBI J€KAT KIETKH Oyyllel TOJOBHOM KHUILKH
n xopasl. Emé nanee Brepén, B 30HE, pACHOJIOKEHHON B OCHOBHOM B aHMMAaJIbHOM

noJayuapuu, HilXO)j[HTCSI KJICTKH, KOTOPbIC CbopMI/IpyIOT HepBHLIﬁ 3a4aToK.
7. 5 CNUHHAR

BprowHas
cnNuHHAS

Puc. 40. KapTbl nmpe3yMNTHBHBIX 3a4aTKOB Ha OJlacTyje XBOCTaThIX am@uOuii (Io:
[Macrensc, 1940): A — Buza c60Kky; b — Buj ¢ BereTaTuBHOTO mosttoca: 1 — xop/a; 2 — 3KToaepMa 1o-
KpOBOB TeJa; 5 — sHTOZiepMa; 4 — OOKOBas MJIACTHUHKA; 5 — oceBas Me30/iepMa (TyJIOBUIIHbIE COMU-
ThI); 6 — Me307iepMa XBOCTOBBIX COMHMTOB; 7 — MaTepual HEPBHBIX BAIUKOB; 8 — HeliposkTonepma; 9
— MpexopAaibHast TUTACTHHKA

BMmecte ¢ TeMm ecTh U cyiiecTBeHHbIe pa3innuusi. OHU KacaloTcs MPexae BCEro
MPE3YMITUBHOTO HEHPALHOTO 3a4aTKa, 0O0JbIas 4acTh KOTOPOTO y aMmpuoOmii mepe-
MEIIAeTCs Ha aHUMATbHYI0 TIOIOBUHY 3apO/JIbIIIIA.

OTHoIIeHHe MEXTy TOJIOKEHHEM HEeWpaTbHOTO 3a4aTka U OCHOBHOW OCBHIO 3a-
pOJIbIIIIa BaphUPYET Y XBOCTATBHIX U OECXBOCTBIX: Yy AKCOJOTIS HEMPOTEHHAsl 30HA
pacmpoCTpaHseTcsl MPAKTHYECKH [0 CaMOro aHMMAJIbHOTO TMOJI0Ca, TOTJAa Kak y
MITIOPIIEBON JISTYIIKK TPaHUIA HEHPATLHOTO 3a4aTKa OTCTOUT OT aHUMAJIBHOTO TIO-
Jr0ca NpuUMEPHO Ha 45°.
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1.2.5.2. TacTpymsiuus

Lacmpynayus y ampubuii 61arogapsi pa3BUTHIO MAaCCUBHOTO SHTOJAEPMATILHO-
IO 3a4aTKa — JOBOJIBHO CJIOXKHBIN MPOIIECC.

HanomuuM, 4T0o BereTaTUBHasi CTEHKa O1acTysbl aMPUOUN CIOXKEHA U3 KPYTI-
HBIX, OOTaThIX KEITKOM MakpoMepoB. [103ToMy Ha BereTaTUBHOM MOJIOCE OOIIHPHOE
BISIYMBAHUE BO3HUKHYTh HE MOKeT. OpHaKo, MO-BUAUMOMY, HEKOTOpBIE OOTraThie
KEJITKOM Hapy>KHbIE MAKpOMEpPBI BCE K€ MOTPYKAIOTCA BHYTPh 3apoiblllia. JTH
JBYKEHUS UMMHTPAIMOHHOTO THUIA — MPEAracTpyisaiuonHbie. OHU MPUBOAST K CO-
KpalIeHUIO CBETJIOW BEreTaTUBHOM 30HBI HA MOBEPXHOCTH 3apOAbIlIa U K COOTBET-
CTBEHHOMY YBEJIMYCHUIO TEMHOMW (TUIMEHTUPOBAHHOW) aHuUMaibHOU. [lociemuuii
poLIecC MOKHO pacCMaTpHUBATh Kak MEPBYIO Gazy sanubouu.

CoOCTBEHHO TacTPYJISIUSA HAYMHAETCS B 00JaCTH OTMEUYABIIIETOCS BBIIIE CEPO-
ro cepna. [lepBrIM €€ MpU3HAKOM CITYKUT MOSIBJICHUE 00p3albHOU 2ybbl biacmonopa,
KOTOpasi BO3HUKAET Ha JIOPCAIIbHOM CTOPOHE B 00JIACTH, pa3AelAaronieil OaacTyny Ha
aHUMAaJbHOE U BereTaTuBHOE noiymapuss. OHa BO3HUKAET B BUJIE HEOOJIBIIONW AYyro-
oOpa3HOM LIeNH, Bpe3aroleics B MOBEPXHOCTh 3apojbllia B 00JAaCTH CEPOro cepra
(puc. 41, 42). [losiBneHrE TOTO MIEICBUIHOTO YIIyOJIeHNs 00YCIOBICHO COKpallie-
HUEM alMKaJIbHBIX KOHIIOB, YUIMHEHUEM TeJa U paclIMpeHrneM 0a3anbHbIX 00sacTen
JeXallMX 3/1€Ch SHTOACPMAIbHBIX KJIETOK. biarogaps 3TUM W3MEHEHHUSM KIETKU
OPUHUMAIOT OyTHUIKOBUAHYIO popmy (puc. 43, B). Ilporecc dhopmupoBanusi Takux
KJIETOK PACTPOCTPAHSETCS M0 OKPY>KHOCTHU B JIaT€pajIbHOM HaIlpaBJICHUH, a TIO3HEE
— Hazajl, BbI3bIBasl IMOSBICHUE COOTBETCTBEHHO .JIAMEPAIbHbIX U 8eHMPANbHOU TYO
Onacronopa.

Puc. 41. [locnenoBarensHple cCTaAuK racTpyisiuu X. laevis (BUI ¢ BEreTaTUBHOTO MOJI0ca) (TO0:
Hetnad, Pynuesa, 1975): A, b — nosBnenue cnuHHO#M ryos! O1acronopa; B, I' — oOpa3oBanue nare-
panpHBIX TY0 Omacromnopa; /| — 3ambikanue OracToropa Ha BEHTPAIbLHON CTOPOHE B 00pa3oBaHue
XKeNTOYHOM npoOku; E — yMeHblIeHne pa3MepoB KEeITOYHOM MPOOKH

49



Puc. 42. TlocnenoBarenbHble CTAANK racTpyasuuu aMmGuOHil Ha CaruTTANbHBIX pa3pe3ax
(no: banuuckuit, 1975): A, A'- 6nacryna; b, b'— panuss ractpyna; B, B'— cpenusis ractpyna; [,
I"'- no3nuas ractpyna. M3o0paxenus 41" moBépuyTsl Ha 90° oTHOCUTENBHO A/, 611l — G1acTo-
1eJTb; 0111 — O6J1aCTOIOp; TII — TaCTPOIIEIIb; JIT — JJopcaibHas ryda 0JiacTormopa; Br — BEHTPaIb-
Has Ty0a Giacromnopa; xK.Ip. — KeAToYHas mpoOka

JlanpHENIMA X0 TacTpyJSILMM CBSI3aH IPEXKJE BCEro € INOJBOPAYMBAHUEM
KJIETOYHOTO MaTepuaya uepe3 JopcalbHylo Iry0y OjacTomnopa: KJIETKH aHUMalbHbBIX
pailoHOB CMEIIAIOTCSI B BETETATMBHOM HAIpaBICHUU (BETETOIETANbHO) BIUIOTH 10
ryobl Giacronopa u, MOABEPHYBLIMCH UYepe3 He€, 00pa3yloT OpCaabHYIO0 BBICTUIIKY
yriyousitonierocst apxentepona (puc. 43, B). Takum oOpa3oM, KIETOYHBIH COCTaB
J0pcalibHOM ryObl O1acTonopa HENpepbIBHO OOHOBIISETCS.

BereroneranbHble IBM)KEHHUS KJIETOK HApYKHOM IOBEPXHOCTH TaCTPYJIBl B
HaIlpaBJICHUU JOPCAIbHOM T'yObl OJlacTomopa MpeCTaBlIAIOT COO0M MPOAOHKEHHE
JBIDKEHUN 3mmboauu. B pe3ynbrare 3THUX JBMXKEHUHN 0JIaCTONOp CMENIaeTcs B Bere-
TaTUBHOM HAIlPaBJIE€HUU W IUIOUIAJb [OBEPXHOCTH, 3aHUMAaeMas aHUMaJbHbIMU
(cBeT/IBIMU) KJIETKaMH, BCE Bpemsi yBenuuuBaeTcsi. OCHOBOM JBHIKEHHUM 3MU00JIMU
ABJISIETCS] UHTEPKATSALUS KIETOK, T.€. X «BCTABJICHHE» MEX JIPYT IPYroM C yTpaTou
MPEKHUX MEKKIJIETOUHBIX KOHTAKTOB U YCTAHOBJIEHUEM HOBBIX.

["acTpyisAnms 3aBepliaeTcs NOTPYKEHUEM 3HTOAEPMAIIBHOIO 3a4aTKa, KIETKU
KOTOpPOTO OKa3bIBaIOTCS MPUKPHITBIMUA HAPYKHBIM JINCTKOM B pe3yJIbTaTe 2nubonuu
aKkToaepMbl. [locimenHss cBsA3aHa C NMEPECTPOUKON WIIM peapaHKUPOBKOW MHOTOPS-
HOM cTeHku Ornactynbl. E€ KieTku BCTpauBarOTCS MEXKAY KJIETKaMU KOHTAKTHPYIO-
X psanoB (puc. 43, A). B xoze 3Toro nporiecca KJIETKH HAPYKHOTO Psijia, JIekKaIIe
BIIEpeIM CIMHHOW ryObl OjacTomopa, YIUIOHIAIOTCSs, CTEHKa OJacTyjbl CTaHOBHUTCS
TOHBIIIE, a KIETOYHBIN MJIACT IBUXKETCS B HAMPABJIEHUHU Oy1acTonopa.
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Puc. 43. Mopdorenernueckue 1BH-
KEHUS, 00€CTICYNBAIOIIIE TACTPYIIs-
nuro y ampuodwuii (rmo: Balinsky,
1981): A — re"epupyroiiee 3mudo-
JIMEO PACTSHKECHHE TTOBEPXHOCTHBIX
KJICTOK 9KTOJIEPMBI B O0JIACTH KPBI-
i Osactonenst; b — KoHBepreHuus
KJIETOK B IOPCAJIbHOM MaprHHAJIBHON
00J1aCTH, BBI3BIBAIOIIAS CY)KEHUE U
yAJTUHEHUE 3TOH 30HbI; B — 06pa3zo-
BaHUE OYTHUIKOBUIHBIX KJIETOK B 00-
JacTH CIIMHHOM T'yOBI OJiacTomopa,
CHOCOOCTBYIOIICE MHBAarWHAIMH T10-
ClIeTHEH; K/Y — KOHBEPIeHTHOE
yITHHEHUE

B oOnactu memu Ona-
CTOIOpa CIIOM HAapy»KHBIX KIIe-
TOK ITOJABOPAYMBACTCA BHYTPb
3apoApllla; IONABIIME BHYTPb
KJIETKH IPOJIOJDKAIOT ABUTAThCS
10 BHYTPEHHEH IOBEPXHOCTHU
CTEHKM OJacTyjbl, IepeMelia-
ACb  Temepb B  OOpaTHOM
HaIpaBJIeHUH, T. €. K aHUMaJlb-
HOMY MOJIFOCY. DTO JIBUXEHUE
OOyCIIOBIIEHO  KOHGepeeHyuell
BHYTPEHHUX KJIETOK MAPIMHAJILHOW 30HBI K MEIUANbHON JMHHUH, B 00Jiee y3KYIO IO-
JIOCKY, B PE3yJIbTaTe 4Yero MpPOUCXOIUT €€ pacTsLDKEHHE WIM YAJIMHEHUE B MEpeHEM
HanpasieHuu (puc. 43, b). brarogaps aTuM mpoueccam 0ymuLIKOBUOHbIE KIIETKU U
apxenmepoH B LIEJIOM IEPEMEIIAIOTCI B CTOPOHY AHUMAJIBHOIO IIOJIOCA, OTTECHSS
OnacTolelib K BEHTPAJIbHOM CTOPOHE 3apO/IbIIlIa; €ro MOJIOCTh BBICTIIaHA 3HTOIEPMOIA.

[Tporuecchl, KOTOpbIE HAYMHAIOTCS HA 00pP3albHOL CTOPOHE 3apOJblilia, MOCTe-
NEHHO PacHpOCTPAHSIOTCA 1amepanlbHo U Ha3ad, 4YTO MPUBOJUT K 0Opa30BaHUIO Ha
MOBEPXHOCTH 3apOJIbIILIA KOIbYE8020 OACMONOpA, B LIGHTPE KOTOPOTO JI0JITO€ BpeMs
COXPAHSAIOTCSI 3aHUMABILKE BEr€TaTUBHBIN MOMIOC OOraThle KEITKOM KJIETKH SHTO-
JEpPMaJIbHOTO 3a4aTKa — TaK Ha3bIBAEMasi dcemouHas npooxa.

3HaueHHE OTHENbHBIX AIEMEHTOB MOP(OreHETUUYECKUX ABMXKEHHUN Yy pa3HbIX
BUJI0B amM(puOuil 3aMeTHO BapbUpyeT. B 4acTHOCTH, Y HEKOTOPBIX XBOCTATHIX aM(u-
Ouil u y narymku Rana pipiens IBHXKYIIEH CUIION TacTpyJisIIUU CIY>KUT HaIlpaBiIeH-
Hasi MUTpaIs KJIETOK, Toraa kak y X. laevis oOpazoBaHue apXeHTEPOHA MOXKET MPO-
HCXOJIUTh U B OTCYTCTBHE MUTPALIUU KIIETOK.

[Tocne racTpyiasiuuyu OCHOBHBIE 3a4aTKH 3apoOJbllla pacoyararTcs CIeayro-
M oOpa3om. [loBepxHOCTh racTpynbl 0Opa3oBaHa 3KTOJEPMOI, BEHTpalibHas 00-
JACTh KOTOPOW BIIOCJIEICTBHM CTAHOBUTCS SIMHJEPMHUCOM 3apOAbIIla, a JTOPCAIbHAS
muddepeHnmpyercst Kak HeWpanbHas TKaHb. HemocpencTBEHHO MOJ AKTOAEPMON B
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JOPCAIbHOM 00JIaCTH JIEKUT JopcajbHas Me30/epMa, KoTopas 0e3 pe3KuX TpaHHMil
NEPEXOAUT B JIATEPAIbHYIO U Jlajiee B BEHTpaJbHYI0 Me3oaepmy. [lonocte apxeHre-
poHa 00pa3oBaHa IHTOJEPMOM, €ro KpbIllla OJJHOCIONHA, TOTAa Kak THO COPMUPO-
BaHO MaCCUBHBIM 3a4aTKOM, COCTOSIIUM U3 KPYITHBIX KJIETOK, OOTaThIX KEITKOM.

Hetiposxkmooepma nopcanbHOM 001acTH MpecTaBiIeHa CTOJIOYATHIMU KIIETKA-
MU, KOTOpbIe 00pa3yloT HEPBHYIO IJIACTUHKY, JISXKAIYI0 HEMOCPEJICTBEHHO HaJ 3a-
YaTKOM XOPJIbI.

1.2.5.3. Heitpynsuus u GpopMUpOBaHUE OCEBBIX
A OpraHoB

JIBMo>KeHUS TaCTPYISILUKA y 3apOAbIIEH TO3BO-
HOYHBIX 0€3 CYIIECTBEHHOIO NEpEephIBa MEPEXOST B
JBUKEHUSI, CBSI3AHHBIE C Heupyaayueu.

OOBIYHO HEUPYISLUIO ONPEACNAIOT KaK Ipo-
[IECC CKPYYMBAHUSA HEHMPAIBHOM JKTONEPMBI, PACIO-
JIO’)KEHHOM Ha CIMHHOM CTOPOHE 3apOJblllia, B HEPB-
Hyl0 TpyOKy. B pelicTBUTENBHOCTH 3TO JIMIIL YaCTh
TeXx (opMOOOPa30BATENbHBIX JIBUKEHUH, KOTOpHIE
IPOUCXOAAT B 3apOAbIIIE IO OKOHYaHUM TacTpyJs-
nuu. B 11e0oM 3TH IBUJKEHHSI COCTOSIT B KOHBEPIEHT-
HOM (cXondIleMcsl) CMELIEHUH MaTepuana 3KToJep-
MBI U ME30JIEpMBI K CPEIHEUN JINHUM CIIMHHOW CTOPO-
HBI 3apojpllia (BEHTPOJOpCaIbHbIE ABUKEHUS); MPO-
UCXOJIUT TaKXK€ PACTSIKEHUE NOPCATBHON SKTOJIEPMBI

3apo/ipllia B MEepeIHe-3aJHeM HarnpaBieHuu (puc. 44,
45).

Puc. 44. JTebopmaitusi HepBHOU TIACTHHKY B X011 Helpysinuu (mo: Jxakoncos, ['opmon, 1976):
A — ipsiMOyTOJIbHAsE KOOPJAMHATHAS CETKa, HAJO)KEHHAs Ha OPCATbHYIO TOBEPXHOCTH 3apO/IbIIIa
Ha CTaJUM MO3AHEHN racTpyisl; b — e€ nedopmarus npu HEHPYIAIUN; 3aAHETYJIOBUIIHBIA OT/AEI
CHJIBHO BBITATUBAETCS B MPOJIO0JIHHOM HAPABIECHUU M COKpAIlaeTCs B TIOMEPEUHOM, TOTa KaK Te-
PEAHETOJIOBHON OT/I€] HE UCIBITHIBACT CYIIECTBEHHBIX JepopMaruil

CoOCTBEHHO HEHPYISLUMOHHBIE IBH)KEHUSI B MTPE3YyMITUBHON HEHpaIbHOU JK-
TOJEpME TIPEJICTABIIAIOT COOON YacTh ATUX JABUKCHUIN U Pa3BUBAIOTCS HA UX OCHOBE.
Cuauvana HelipaibHas KTOAEpMa YIUIOIIACTCS U NPEBPAIIACTCS B HEPEHYIO NIACHUH-
Ky, KOTOpasi B TOJJOBHOM 4YacTH IIHMpE, 4eM B TyJaoBUILHOU (puc. 45, A). Kpas mia-
CTUHKH TIPUTIOAHUMAIOTCA U 00pa3yrOT OKaWMIISIONMINE €€ HepgHble 8aIuKU. 3aTeM
MMOBEPXHOCTh HEPBHOM IJIACTUHKKA HAYMHAET JIOBOJBHO OBICTPO COKpAIlaThCs B IO-
MePEYHOM HAIMPABJICHUU MPEUMYILIECTBEHHO 3a CUET MOTPYKEHUs €€ HapyKHBIX KJle-
TOK B €€ ke BHyTpeHHHUE ciou. OJHOBPEMEHHO OHA HAYMHAET CKJIAJbIBATHCS IO
cpenaHelt nuHuU. Bo3HuKaromiee Mpu 3TOM YTIyOJICHUE HA3bIBACTCS HEPBHbIM JiCe-
nooxom (puc. 45, b). Em€ uyTh mo3ke Kpasi HEpBHOM IJIACTUHKHU CMBIKAIOTCS. Takum
oOpasoM, o0paszyercst Hepsras mpyoKa, MOIOCTh BHYTPHU KOTOpPOMl —Hegpoyens. lle-
penHsisl paclupeHHas 4acTh HEPBHOM TPYOKU TPEBPAIIACTCS B 20J08HOU MO32, A

52



HEBPOIIENTb — B HOJIOCHb M0O3208020 NY3blpsl; TYJIOBHIIHAS YacTh TPYOKH TpeBparia-
€TCS B CNUHHOU MO32, & €T0 TOJI0CTh — B CHUHHOMO032080U Kaua (puc. 45, B).

np.x HA

B"

Puc. 45. TlocnenoBarenbHbie cTaauu HelpyIsuuu y ampuouii (no: Bomkckuit, 1975): neBblit cTo-
6e1; (A—B) — carutranbHble pa3pesbl, cpeanuit crosber (A'-B') — BU 1enbIX 3apoIbIiieit ¢ 1op-
CaJIbHOM CTOPOHBI; MpaBklii crooer (A"—B'") — monepedHsie pa3pe3bl MOCIeI0BATSIbHBIX CTAIHN:
65 — 6;actonop; GJII — 0CTaTOK OJIACTOLENISA; M3 — ME30JIepMa; HB — HEPBHBIE BAJIMKH; HKK —
HEPBHO-KHIIEYHBIA KaHAIT; HIT — HEPBHAS IJIACTUHKA; HT — HepBHAs TpyOka; [1K — momocTs kueyd-
HUKA; 1p.X — IPE3YMITUBHAS XOP/a; X — XOp/a; 9KT — HKTOJIepMa; SHT — SHTOJIepMa

V 6ecXBOCTBIX HCpBHAA IIACTHUHKA COCTOUT M3 ITOBCPXHOCTHOT'O CJIOA U BHYT-

peHHero — ceHcopHoro. HepBHast TpyOka y HUX 00pa3yercs TOJIBKO 3a CUET KIICTOK
nocneanero (puc. 46).

o

A R A o SIS S

Puc. 46. ®opmupoBanue HepBHOU TpyOkH y X. laevis (mmo: Elinson, 1997): A — HepBHas IIaCTHUHKA,
COCTOSAIIAsI U3 MOBEPXHOCTHOTO (CBETIBIN) U CEHCOPHOTO (TEMHBIN) croéB; b, B — popmuposanue
HEpBHOU TPYOKH 3a CUET KJIETOK CEHCOPHOTO CIIOS
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Heiipynsus ocymiectsisiercs Oiaronapst 46TKO KOOPAUMHUPOBAHHBIM H3-
MEHEHUSIM (QOpMBbI M JBUKEHHUSM MHOTHX JIECATKOB KieTok. Camo (opmupoBaHHUe
HEPBHOM MJIACTUHKU MPOMCXOAUT MYTEM KOOIEPATUBHOW MOJSPU3ALMU KIETOK JOp-
CAIbHOM OSKTOJEPMBI: KJIETKHM CHUJIBHO BBITSATHBAIOTCS B paJdalibHOM (AIlUKO-
0a3agpHOM) HAIpaBJICHUH, a UX alMKaIbHbIe (0OpallleHHbIC K HAPY)KHOU CpeJie) CTEeH-
KU cokpaiatorcs. J[aHHbIN MpoliecC HaYMHAETCS OT J0PCO-MEAUATBLHOU JIMHUM 3apo-
JIBIIIA U PACIPOCTPAHSETCS B CTOPOHBI (JlaTepalibHO). Takol xapakTep pacnpocTpaHe-
HUS TOJSIPU3AIUN PUBOJIUT K TOMY, UYTO KJIETKH OKa3bIBAIOTCS CKOIIEHHBIMHU B CTO-
POHY JI0PCO-MEMAILHON JTMHUMU: 00pa3yeTcs TaK Ha3bIBAEMbIil KJIIETOUHBINA Beep (puc.
47, A). Ha sToii cTaguu pa3BUTHs HEPBHAA IJJTACTHHKA COBCEM WJIM MOYTH IUIOCcKast. Eé
MOCJIEAYIOIIEE CKPYYUBAHHUE BBI3BIBACTCS CIIPSMIIEHHEM CKOIIEHHBIX KJIETOK, KOTOPOE
TaKxke UAET OT JOPCO-MEIUATBHOM JIMHUN B PACXOIALINXCS HAIPABICHUSIX.

\
\

Puc. 47. Mopdorenerudeckue nmpoiecchl B 3apobiiiax aMmpuoOuii B mporiecce Heupysiuu (1o:
Kemnep, 1987): A — pannsist Helipyna (CTPENKU — BEHTPOAOPCATIbHBIC IBHKECHHS Me30/1epMbl). b —
CTa/vs 3aMKHYTOM HEpBHOI TpyOKH (monepeunsle cpe3bl). B — popmupoBanue Xopabl B pe3ynbrare
MHTEPKAJISLNU KIETOK OCEBON Me30/1epMbl (TOHKHE CTPEIIKN), TOKa3aHa BO (PpOHTANBHOM I10C-
KocTu. JKupHbIe BEpTHKAILHBIE CTPEIIKHA — HANIPaBJICHUE YIITMHEHHUS XOPIbL; 0.111 — OOKOBast ruiac-
TUHKA; BJI — BUCHEPATbHBIN JTUCTOK ME30JepMbI; AK — Ae(UHUTUBHBIN KHIIEUHUK; MHB — MaTepHa
HEPBHBIX BAJIMKOB; HI' — HEPBHBIN TpeOeHb; H.IUT — HEPBHAS TUTACTHHKA; 1T — ITAPHETATBHBIN JTHCTOK
ME30JIEPMBI; C — COMUTBI; X — XOP/Ia; I — IIEJIOM; HT — SHTO/IEPMA; JBYCTOPOHHUE CTPEIIKH — CO-
KpaleHne MOBEPXHOCTH

CooTBeTCTBEHHOE HM3MEHEHUE (OpMbl HEPBHOW IUIACTMHKM MOKA3aHO IyHK-
TUPHOU yroi Ha puc. 47, A.

OmnwncanHas MMoCJICAOBATCIIBHOCTD ITPOLCCCOB TUIIMYHA HC TOJBKO IJIA Heﬁpyn—
SIAHU, HO U IJIA BCCX JIPYTUX CIIYUACB O6paBOBaHI/IH OpraHoB M3 3IIUTCIIMAJIbHBIX ILJId-
croB. Ecin IrOBOPHUTH O 3apOoablliaX IO3BOHOYHBIX, TO CrOga OTHOCHUTCA (bOpMI/IpOBa—

HHUC TJIA3HOTO XpPYCTAJIMKA, OPraHOB CJIyXa U 060H$IHI/I$I, KCIC3 HHHleBapI/ITeJIBHOﬁ
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CUCTEMBI U T.M. PaccMoTpeHHas BbIIe TacTPyISIIIMOHHAS] MHBAarMHAIIMS TAK)KE OTHO-
CHUTCSI K 3TOUM KaTeropuHu.

[Tocrme cMmplkaHus HEPBHOW TPYOKHM MaTephall HEPBHBIX BaJMKOB, PACIIOJO-
KCHHBI CHavaylia 1Mo mepudeprur HEPBHON IJIACTHMHKH, KOHIEHTPUPYETCS BIOJb
CpeIHEl TMHUU 3apOo/IbIlia TopcajibHee HEPBHOM TPYOKHU B BHJIE 00pa3oBaHus, HAIIO-
MUHAIOIIETO MEeTYIUHBIA TpeOeHb, TTOUEeMy JaHHYIO CTPYKTYPY M HA3BIBAIOT Heps-
noim epedonem (puc. 47, 48). Ero kieTkyd He BXOIAT B COCTaB IIEHTPAIBHON HEPBHOM
CHUCTEMBI; OHM JAIOT MHOXECTBO Pa3UYHBIX MPOU3BOAHBIX, 00pa3oBaHKe U Cyap0a
KOTOpBIX OyayT ommcansl B 1.3.2.3.2.4.

Puc. 48. Cxema oOpazoBaHust HEPBHOM TPYOKH U KJIETOK HEPBHOTO I'PEOHS y XBOCTAThIX aMpuOnit
(mo: Balinsky, 1981): TéMHBIM IIBETOM MTOKa3aH MaTepUas KIETOK HEPBHOTO IpeOHS B HEPBHOM
acTuHke (A) u HepBHBIX ckiajkax (b, B); I', /1 — o6ocobnenne HepBHOW TpyOKHU U BbICEICHHE
KJICTOK HEPBHOT'O I'peOHs

Emé no Hayana ckpyuynBaHUs HEPBHOM MJIACTUHKYU B TPYOKY WUJIM B CAMOM Haua-
JIe 3TOTO CKPYYMBAHUS U3 OCEBOM ME30JIEpMbl TOUYHO IO CPEAHEN (CaruTTaIbHOM) JIH-
HUU 3apOJIbIIIa B BUJIE Tsika 000co0sieTcst xopoa. OHa pacrojaraercs 1o TyJIOBHII-
HOM 4acThlO HEPBHOU TPYOKH; €€ MepeHU KOHEIl COBMAAAET C TPaHUIICH TYJIOBHUIII-
HOT'O Y TOJIOBHOTO 0TEN0B. Criepeu OT XOp/ibl HAXOJUTCSI TOHKUN IJIACT KIIETOK npe-
XopoanbHOU MIACTUHKH, 00pa3yIOUIMX BBICTHIIKY TJIOTKH U POTOBOM MOJIOCTH.

Cpazy naTtepalibHee MaTepHalia XOpHbl pacroJiaraeTcsi Me3onepMa Oyaylux
COMUMOB; BEHTPAJIbHEE TPAHUIIBI HEPBHOM MIIACTUHKHU M TOKPOBHOM IKTOJIEPMBI ATOT
Marepual IJIaBHO MEPEXOAUT B OOKO8YI0 NAACMUHKY Me30epMbl. BHYTpHU 3auaTkoB
COMHTOB BO3HUKAET MOJIOCTh, EPEXO/SINAst B Y3KYIO IIEIb, Pa3/IEeSIONIyl0 OOKOBYIO
IJJACTUHKY Ha JBa JIMCTKA. napuemanbhsli, TPUIEKAIUNA K TOKPOBHON IKTOJEPME,
U GuCYepanbHblil, IPUISKAIIUNA K dJHTOJepMe. BHYTpeHHSs1 MOJIOCTh U 1MIeNb 00pa3y-
10T yenrom. Y 3aponpliieit ampuOuil, Kak U y MOJABIISIONIETO OOJBITMHCTBA JPYTHX
MMO3BOHOYHBIX JKUBOTHBIX, II€JIOM BO3HHUKACT MYyTEM PACXOXKIEHHUS KIETOK — TaK
Ha3bIBAEMBIM IH30IICIbHBIM MYTEM.

DopMUPOBaHUE XOpObI U COMUMOS TECHO CBSI3aHO C YIIOMHHABILIEWCS BBILIE
KOHBEPI€HTHOM MHTEpPKAISAUEeH KIETOK, T. €. C HX BCTPEYHBIMU JaTepo-
MEIUAJIbHBIMU (BEHTPO-AOPCATbHBIMK) JABUKEHUSIMU, KOTOPbIE HAUUHAKOTCS B XOJE
racTpyJIALUKU U MPOJOKAIOTCS B TEUCHUE HEUPYIIAIUU. B 3TH IBUKEHUSI BOBJICKAET-
Csl Marepuan XOPAOME30JepMbI, KOTOPHIA BHadajie MPEACTaBISET COOOW eIUHBIMN
KJIETOYHBIA MaccuB. Xopjia oOpa3yeTcs Ha JIMHHHM BCTPEYU KJIETOUYHBIX IMOTOKOB,
JBIDKYIIUXCS C TPOTHUBOIOJIOKHBIX CTOPOH K JIOPCOMEAUATBLHON JIMHUU 3apOjIblia
(T.e. K IPOJIOJIBHOW OCH €ro Teja Ha CIMHHOM CTOpOHE). JBMKyliuecs HaBCTpedy
KJIETKHA YaCTUYHO «BTHUCKHUBAIOTCS» MEX JPYT IPYyroM. DTO sIBJICHUE (MPECTABIISAIO-
1ee co0oi MpoI0JKEHUE MHTEPKAIISIIINKT ) Ha3BaHO uHmepoueumayueli. B pesyiabrare
4ero Xopjaa YJIMHSETCS B TepeaHe-3ajHeM Hampasienuu (puc. 47, B). Bentpo-
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JopcajgbHasi KOHBEPreHTHAs MHTEPKAJSIUS XOpJOME30epMAIbHBIX KJIETOK Xapak-
TepHa JJIs TYJIOBUIIHOW 00JIacTH 3apoabliia. B meitHol 1 TOJOBHON 00JacTsIX B 3TO
BpeMsi HaOIIOJAeTCsl MPOTHUBOIIOJIIOKHOE — JOPCO-BEHTpPANIbHOE ABI)KEHHE ME30-
JEpMaJIbHBIX KJIETOK. B pe3ynbrare KIeTOYHbII MaTeprall KOHIIEHTPUPYETCS HA BEH-
TpaJIbHOM CTOPOHE TeMa, Iie 00paszyeT B OyAyIIeM 3aKIa Ky ceplia.

Bckope nocie 060cobienust Xopibl, emé 10 3aBeplIeHUs] HEUpYIIsIIuu, Haun-
HAETCSl Memamepu3ayus 0OCEBON ME30JIepPMBbI, T.€. €€ pa3jeieHle Ha MapHble CerMeH-
Thl — coMumsl. ITO OJMH U3 BaXKHEHUIINX MOPPOTreHETUYECKHUX MPOIIECCOB Y MO3BO-
HOYHBIX, 3aKJIaJbIBAIOIINI OCHOBBI UX OMOPHO-JBUTATEIBHONU cucTeMbl. MeTamepu-
3amus Me30JIepMbl MAET B HAMpaBICHWU crepenud Haszan. Y amdubwii oHa mpo-
JOJKAETCS ¥ TIOCJIE BBIXOJIA 3apojbllia U3 SULEBBIX 000JI0YEK, IO MEPE POCTa XBO-
CTa, TJ€ OJMH 3a IPYTUM (HOPMHUPYIOTCS XBOCTOBBIE COMUTHI (M3 MaTepHala 3aJHEro
oTzena HepBHOM TpyOku). KiteTounble MeXaHU3Mbl METAMEPHU3ALMU Y Pa3HBIX MO3BO-
HOUHBIX pa3iuyHbl. ¥ OecXBOCTHIX aM(puOHil B mpolecce MeTaMepu3aluu KIETKU
0CEBOM Me30JepMbl TOBOpaynBaroTCcs Ha 90°, u3MeHss NepBOHAYaIbHYIO IOIEpEY-
HYI0 OPUEHTAIINIO Ha MPOAOJBHYIO (Cp. yuyacTku 1 u 2 Ha puc. 49, A).

VY xBocTaThix ampuoOuii (opMHUpPOBaHHE COMUTOB CBSI3aHO C TPYNIHUPOBAHUEM
Me30epMabHBIX KJIETOK B cBoeoOpasHbie «poseTku» (puc. 48, b), y 3apoapimieii
IITUI] — B CXOJHBIC C PO3ETKaMH BeepooOpa3Hbie CTPYKTYpHI (puc. 48, B), mocTenen-
HO JIoCTpauBaromuecss A0 nosHoro comuta. [locneayromas nuddepenumrpoBka co-

MHUTOB OIUCKHIBaeTCa B 1.3.2.2.
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Puc. 49. Cxema cermMeHTaIuy Me30A€pMBI Y 3apObIIIei paanqux MIO3BOHOYHBIX (IIPOIOJIbHBIE
cpe3bl, IepeHMI KOHEIl Tella CIpaBa; CBEpXY — CTeHKa HepBHOU TpyOkH) (mo: benoycos, 2005): A
— mmopieBas Jaryuka; b — tputon; B — kypunsii 3apozsi. [pouecc popmupoBanus COMUTOB
UaET B IEpeIHe-3aJHEM HAIPABJICHHUH (CIIpaBa HAJIEBO)

Kak u y HU3mMUX XOpIoBbIX, y aM(puOMil Ha mepegHeM KOHIE oOpa3yeTcs
Helponop, KOTOPBIA CBS3BIBAET MOJOCTh HEPBHOW TPYOKH C BHENIHEHW cpemnoil. 3ao-
HUe KOHYbl HEPBHBIX BAJTMKOB IMPU CMBIKAHUU 00pa3yrOT CBOJ, MPUKPHIBAIONTUH OJa-
CTOIOP, KOTOPBIA TAKMM 00pa3oM NPEBPALLAETCS B HEPEHO-KULEeUHbIL KaHA.
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1.2.5.4. Metamopdo3

VY nopasisironiero OOJbIIMHCTBA aM(pUOMl pa3BUTHE HENPsAMOE (XOTS Yy MHO-
'YX BUJIOB TUYMHOYHAS CTaIUs OTCYTCTBYET). B mporecce sMOproreHesa oopasyercs
JMYMHKA, BeAyIllas BOAHBIA 00pa3 xu3HH. [lo3nHee mpoucXoauT mpeBpalieHue Ju-
YUHKUA B JKUBOTHOE, KOTOPOE CIIOCOOHO KUTh HE TOJILKO B BOJHOM cpejie, HO U Ha
cymie (WM TOJIBKO Ha CyIIIe).
Metamopdo3 3arparuBaeT BCE CHUCTEMBI
OpraHoB. Y 0ecXBOCTBIX aM(puOUil pe3opOupyeT-
Csl TJIaBHBIN OpraH JABIKEHUS IMYMHKH — XBOCT C
1M MOITHON MYCKYJIaTypou. ¥ XBOCTaThix am(puomii
M3MEHEHUsSI XBOCTa BBIpaKEHBI ciadbee (puc. 50).
[IponcxonuT yCUJIEHHBIM pOCT KOHEYHOCTEU. Pe-
JTYLIAPYIOTCS sKa0phl, JKaOepHBIC IIETU U Kadep-
Hasl KpbIIIKa. Y B3pOCIOr0 JKUBOTHOIO JIbIXa-
TENbHYIO (DYHKIMIO OepyT Ha cebsi JIeTKUe U KO-
xa. M3 xaOepHBIX IIeNnell COXpaHseTCsl TOJIBKO
nepBasl mapa, Kotopas mnpeoopasyercs B cpeHee
yxo (bapabanHyro monocts). [Ipoucxogur nepe-
CTpOMKa CKeJleTa, B XOAE KOTOPOM XpsILEBbIE
y . ANIEMEHTHI 3aMELIAIOTCS KOCTHBIMU. YCKOPSETCS
. NS POCT KOHEYHOCTEW. YBEIMUYMBAIOTCA BEPXHSISA M
HWKHSA 4emtocTH. CepbE3Hble M3MEHEHUS IIPo-
UCXOAAT B NMILEBAPUTEIIEHON CUCTEME: OTHOCH-
TeNbHAsl JJIMHA CIHUPAJIbHO CBEPHYTOIO KHILIEY-
HUKA TOJIOBACTHKA YMEHBILAETCS, MPU 3TOM KH-
HIEYHUK HW3MEHSET CBOKW AU(PPEpEeHIIPOBKY,
oOecrieunBas IUIOTOSAHBIA XapakTep MUTaHUS
B3pOCJIOr0 KMBOTHOTO. B x011€e MeTamopdo3sa nu-
YHHKH MTPOUCXOAUT CMEUICHHE TJ1a3: €CNIU 0 Me-
Tamop(o3a OHM 3aHUMAIOT JATEPAIBLHOE IOJIO-
YKEHHE, TO MOCJE HETO — IMEPEeIHEE, YTO CO3AAET
NPEANOCHUIKU JJ1s1 OUHOKYJISIPHOTO 3pEHUSL.

= %‘:,—.,;u—.\
e

Puc. 50. Meramoppo3 OecxBocthix (Rana
pipiens) (I) u xBocrateix (Pleurodeles Waltlii) (II) am-
¢ubwmit (no: 'annben, dropome, 1957): | — A — ronosa-
cTHK nepes; Metamopdo3om; b — HavaneHas dasa mera-
Mopdo3a rooBacTika (poct 3aJHUX KOHeYHOCTel); B —
IIPOPE3bIBAHUE MEPEIHUX KOHEUHOCTEH, YMEHBUICHHE
XBOCTOBOTO maBHUKA; I, JI — 3aKI0YMTENbHBIE CTAAUN
MeTamop¢o3a, MOCTENIEHHOE MOSIBICHNE OpraHu3aluuu Jarymku (mo: Butum, 1956); Il — A — nuun-
HOYHAas CTaaus B 3aBepIIEHHON Gopme; b—I" — rncue3HOBeHUEe HapYKHBIX *Kabp, U3MEHEHUE XBOCTO-
BOT'O TUIABHHUKA
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Metamopdo3 mpeacTaBisier co00l Ype3BbIYAHO HHTEPECHYIO MOJIEIb MPOo-
IIECCOB Pa3BUTHUSI, B KOTOPOU COUETAIOTCS DJIEMEHTHI IECTPYKTUBHOTO U KOHCTPYK-
TUBHOTO MOop(doreHeza. BaxkHyro poJib B ipolieccax ASCTPYKIIUU UTPAIOT anonmo3s
u ¢azcoyumos.

CnoxHasi 1 CKOppeIMpOBaHHAs COBOKYIMHOCTb M3MEHEHUM, TTPOUCXOSIIINX
B TieproJl MeTamopho3a, MHUIIMUPYETCS TOPMOHAMHY IIUTOBUIHOMN >KeJle3bl, a TaK-
e 3aBUCUT OT THUIMO(U3apHBIX TOPMOHOB.

VY BHIIOB, fiflla KOTOPHIX COMEpPkKAT OOJBIIOE KOJTHMIECTBO JKEITKA, OMHCAHO
npsiMmoe pa3BUTHE 0€3 CBOOOHOXKUBYIIEH TUUMHKU. OHO XapaKTepHO, HAIIpUMep,
st narymek u3 poja Eleutherodactylus, nacuuteiBaromero oxono 500 BuaOB,
obuTarommx B Tponmuueckux jecax LleHTpanpHoit AMepuku. Ilpu mpsmom pa3Bu-
THH, TEM HE MeHee, 00pa3yrTCs MHOTHE JIMYMHOYHBIE OPTaHbl, TAKUE Kak kadep-
HbIE LIS U HapY>KHbIE Ka0pbl, KOTOPbIE 3aMEHSIOTCS IEPUHUTUBHBIMU OpTraHaMu
B SMOpPHOHAJIBHOM MEPHUOJIE, T. €. A0 BBUTYIJICHUS] MOJIOJOTO KUBOTHOTO U3 sIle-
BBIX 000JI0YEK.

1.2.6. Pazsurue Amniota

Kak u3BecTHO, MO3BOHOYHBIE TPATUIIMOHHO IMOJPA3ACISAIOTCS Ha TaKCOHO-
MHUYECKHUE TPYNNBI MO JABYM MPUHIUIIAM: HA OCHOBAHUU MPEUMYIIECTBEHHO OCO-
O6enHocteil Mopdosoruu B3pOCIBIX (GOPM M Ha OCHOBAHHMHM MPEUMYIIECTBEHHO
0COOCHHOCTEW MX Pa3BUTHS; COOTBETCTBEHHO, B IOCIEIHEM CJIydae BBIJCISIOT
rpynny Amniota — Ha3eMHBIX MO3BOHOYHBIX JKHBOTHBIX, K KOTOPBIM OTHOCSITCS
PENTWINY, ITULIBI U MJIEKOITUTAIOIINE.

OC00EHHOCTBIO UX PA3BUTHUSI ABJISETCS TO, YTO OHO MPOUCXOJIUT BHE BOJTHOU
Cpebl, UTO 00YCIOBHUIIO MPOIBETAHUE ATUX KUBOTHBIX (HAPAIY C YICHUCTOHOTH-
MH) B HAUMEHEE MPUTOTHOMN JIJIsl )KU3HU Cpelie.

Ha cymie y HWBOTHBIX BO3HUKAIOT JOMOJHUTEIbHBIE MPOOIEMBI, TPeOyrO-
e cnenududecKkux npucrnocooseHuii. OCHOBHBIC U3 HUX:

1) nerpuaaramus — 06€3BOKHUBAHUE;

2) HE0OXOIUMOCTh JABIXaHUSI CBOOOHBIM, HE PACTBOPEHHBIM B BOJE KHUCJIO-
poaom;

3) OONBIION CE30HHBIM M CYTOYHBIM Mepemnaj TeMIepaTyp, B TOM YHCIE B
3HAYUTEIbHBIC OTPUIIATEIHLHBIC 3HAUCHHUS;

4) cuna TSKECTH.

Oco0eHHO aKTyaJIbHBI 3TU MPOOJIEMBI B meprosl GOpMUPOBAHUS OyMYIIETO
OpraHu3Ma.

C mpucnoco0ieHreM K Ha3eMHOUN Cpejie U CBsI3aHBI TJIaBHBIE OCOOCHHOCTH
Pa3BHUTHSI 3THX KJIACCOB MO3BOHOYHBIX (PEHTHIIMMA, MITUIl U MIACKOTMUTAIOIIHX):

1) runepTpodust comepkaHus KeNTKa B sille: SUIEKICTKH dTUX KUBOTHBIX
— caMbl€ KPYITHBIE CPEJIA BCEX KUBOTHBIX U CaMbI€ KPYITHBIC KJIETKH BOOOIIIE;
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2) mosiBIeHUE Y SIMIEKIATyIHX aMHUOT (NITUI, PENTUIINN W HU3IIUX MJICKO-
MUTAIOIINX) MPEeMUUHbIX AUYeGbIX 000104eK, TTPETOXPAHIIONINX 3aPOBIIT OT BbI-
ChIXaHUS (CKopyna, nepeameHmuas 000104Ka, a TaKxKe 6en10K), 4TO ClIeaao BO3-
MO>XHBIM BO3HHMKHOBEHHE HOBOW B PSIy MO3BOHOYHBIX PENPOAYKTUBHOW CTpate-
TUH, CBA3aHHOU C OTKJIAJKOM SUIl HA CYIIIE;

3) HanMMuue CHelUaTbHBIX 3aPOJBIIIEBBIX 000J0UYEK — AMHUOHA W CEepO3bl,
KOTOpBIE MPETOXPAHSIOT 3apOABIII OT HEOJATOMPUITHBIX I HErO MPSIMBIX KOH-
TaKTOB C OCIKOBOM 000JOUYKOM, a MOJI aMHHOHOM pPAacloJiaraeTcs aMHUOTHIECKAs
M0JIOCTh, 3alOJHEHHAs ONMTHUMAJIbHOHN MO CBOEMY BOJHO-COJICBOMY COCTaBY JKH/I-
KOCTBIO, B KOTOPOW U MPOUCXOJIUT PA3BUTHE 3aPOIBIIIA;

4) caMm 3apOJbIII Pa3BUBACTCS Ha MOBEPXHOCTH JHOO KENTKA (SHIEKIaTy-
e GopMbl), TUO0 TaK HA3BIBAEMOTO JKEITOYHOTO My3bIps (MIESKOIUTAIOIINE);

5) HakoHEell, MOCKOJIbKY HaJdu4ue SUIEBbIX 000JI0YEK 3aTPYAHSET JOCTYII
KHUCJIOPOJia K 3apOJIbIITY U BBIBEJEHUE TPOJTYKTOB OOMEHA, y BCEX aMHUOT 10 MeEpe
Pa3BUTHS 3apOJIblllIa Pa3pacTaeTCsl BBHIMSTYUBAHUE YMOPUOHANIBHON 3aJHEN KUIIIKU
— QIIGHMOUC, YBEJIWYUBAIONIMNA IMOBEPXHOCTh Tra3000MeHa M HaKAaIlJIuBaroIIUi
MPOAYKTHI BBIJICTICHHUS.

Takum 006pa3om, aBTOHOMHUS pa3BUTUs AMNiota, ero smOpruoHanu3aus (0T-
CYTCTBHE JUYUHKH) JOCTUTACTCS 3a CUET:

1) oco6oit KOHCTPYKIIUU SHI1IA;

2) BHE3apOIbIIIEBHIX MPOBU30PHBIX OPTAHOB — aMHHOHA, CEPO3bl, AJNIAHTOU-
ca, a TAK)Ke KEATOYHOTO MEIlIKa, aHAJIOTHYHOTO TakoBoMy Anamnia (puc. 51);

3) 3a00Te 0 MTOTOMCTBE.

DBoJIIOIHUS TIJIAIEHTAPHBIX MJICKOMUTAIONIMX TOIIIa B HAIPaBJICHUHN pPa3BH-
THSI KUBOPOXKIAEHUS (CM. 4acTh 1 yueOHOTro mocodus), KOTOPOE CTAIO BO3MOKHBIM
Onarojaps 3aMeHe CHCTEM H3OJSIHMHU 3apoJibIllia OT CPellbl OpraHaMu, KOTOpbIE,
Hao000pOT, 00ECIEUNBAIOT TECHOE €ro B3aUMOJEHCTBUE CO CPEAOM B MOJIOBBIX MY-
TSIX MAaTEPUHCKOTO OpraHu3Ma.

59



Puc. 51. OOpa3zoBanue 3apoabliieBbx 000104eK y pentuiui (A), ntul (b) u miuekonutaromux (B,
I') (mepemuwuii KoHel| 3apopiiia ciesa) (1o: ['onuyenkos u ap., 2004): A — paHHss craaus. 3apo-
JIBIII HECKOJILKO MPUIIOIHST HAJT XKEITKOM, HO 00J1aCTh IIepexojia COOCTBEHHO IMOJIOCTH KHIIKH B
MOJIOCTh >KEITOYHOT'O MEIIKA JIOBOJILHO OOIIMPHA; KEATOYHBIH MEIIOK HE BIIOJTHE CPOPMUPOBaH,

TaK K€ KaK CKJIaJIKN aMHHOHA U XOPUOH; aJUTAHTOUC €/]Ba HaMeueH. b — Ooiee mo3aHss cTaaus: 3a-

pOJIBIIIEBbIE 000I0YKH CHOPMUPOBAHBI, U KENTOK YK€ YaCTUYHO U3PacXo/0BaH. B — cooTBEeTCTBY-
IOILME CTAJUU PA3BUTHSI MIIEKONIUTAOIINX. BHYTpEHH I KiIeTOYHasi Macca pacillenuiach Ha BEH-

TpPaJIbHOM CTOPOHE, 00pa30BaB MOJIOCTh KUIIIKH U HA JOP3JIbHOM CTOPOHE, 00pa30BaB aMHUOTHYE-

CKYIO MOJIOCTh. MEXy STUMH JIBYMSI TTOJIOCTSIMH PACIIOJIONKEH 3apO/IBIIIEBHIN JUCK, B KOTOPOM

dbopMupyeTcst IepBUYHAs TTOJIOCKA; MOSBUIACH ME30JIepMa, BOPCUHKH XOPHUOHA BCTYMAIOT B CBSI3b C
MpUIeKaIEel CTEeHKOW MaTkH; [” — 6osee mo3aHss CTaAus pa3BUTHS MIIEKOIIUTAIOIIETO, COOTBET-

cTBytomas no3unuu b; 1 — 3apoapli; 2 — aMHUOTHYECKAs CKIIATKa; 3 — KUIITKA; 4 — 9K301IeJI0OM; 5 —
aJNIAHTOUC; 6 — XOpUOH; 7 — )KENTOK; 8 — roJioBa 3apoAsblia; 9 — cTeHka amnanTouca; 10 — aMHHO-

TUYecKas MojocTh; 11— 3apoapieBsiid AucK; 12 — cTeHKa aMHHOHA; 13 — KeNTOYHBIN MEIIoK

1.2.6.1. Pa3Butne nTull

B 300i10rMM NPUHATO paccMaTpuBaTh penTWIMK npexae ntul. Mccnenopanui
M0 Pa3BUTHIO PENTHIIMN CPAaBHUTEIILHO HEMHOTO, HO, TEM HE MEHEE, OHU CBUIETEIb-
CTBYIOT O MPUHIUIHAILHOM CXOJICTBE dMOpHOTreHe3a penTivid U nTull. PasButne
’Ke TTHUI] MUCCIEI0OBAaHO BeChMa JETAIbHO (XOTS M B 3TOM Ciydae KpPyr OOBEKTOB
OYEHb OTPAHMYEH: MOJABISAIONIEE OONBIINHCTBO PadOT BHIIIOJHEHO HA KJIACCUYECKOM
IMOPHOIOTHYECKOM 00BEKTE — KypuHOM 3aposiiie). [ToaTroMy B JaHHOM ydeOHOM
MOCOOWHU MTHIIBI OYyT PACCMOTPEHBI paHee PEeNnTUiInil (TeM OoJiee YTO B HACTOSIICE
BpEMS 3TU JIBE TPYMIbl KUBOTHBIX YAaCTO OOBEAUHSIOT, B TOM YHCJI€ HA OCHOBAaHUU
IMOPHOJIOTMYECKHX JIaHHBIX, B OJIHY Tpymiy — Sauropsida).
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1.2.6.1.1. Cmpoenue ainya

SiuekeTka HEMOCPEACTBEHHO TOCIE OBYJIALMHM MPEACTABISIET COOOM KpyTi-
HBIN JKEJITOYHBIN 11ap, HA MOBEPXHOCTU KOTOPOTO PACMOJIOKEHA B BUJI€ HEOOIBIIIOTO
JMCKa MUTOILIa3Ma ¢ sapoM (y KypHIIBI €ro TUaMeTp cocTaBisieT 3-4 MMm). B BepxHuX
oTHeNax SMIeBO/a OOLMT OKPYKACTCS HECKOJIBKUMH CIOSIMU 0eIK08biX 000JI0UEK,
KOTOpBIE CIY>KaT PEeCcypcoM BJIard, a Ha 3aKJIIOUUTEIILHOM d3Tarle pa3BUTHUS HUCIIONb-
3YIOTCSI KaK TUIIEBOM pecypc. B Oosee mucTambHBIX OTAENaX SiieBo1a GOpMHUPYIOT-
Csl INIEHYATHIE HOOCKOPAYNO8ble 000IOUKH.

JKenmounas 006oJI0oUKa SHTEKIETKH MMEET CIOXHBIA cocTaB. B e€ ocHOBe —
nepeuuHas JKeATouHas 000JI0YKa, BhIpabaThIBacMasi CaMOW STUIICKICTKOU, U 8mMopuy-
Has obomouka (zona radiata), kotopas oOpa3yercss Ipu y4acTUu (OJUIMKYIISIPHBIX
kieTok. [lo3mHee, mpu MOMAgaHWW SIa B BBIBOMSINNEC ITOJOBBIC ITyTH, BO3HUKACT
TPETUN KOMIIOHEHT >KEJITOYHON OOOJIOUKH, MPEICTABICHHBINA OCIKOBBHIMU HUTSAMH,
KOTOpbIE MPOYHO CBS3BIBAIOTCS ¢ OCHOBOM. CBOOOIHBIE KOHITBI ATUX HUTEH OTXOJST
B DKBATOPHAIBHONU O0JACTH SHUIIEKICTKH B BHUJE JBYX JAUAMETPAIBLHO PACIOJIONKECH-
HBIX MAaCCHUBHBIX OEJKOBBIX Tskell. [lo Mepe mpoxoskaeHus siiia mno siineBoay O0en-
KOBBIE TSKU CIIUPAJIBHO 3aKPYUYHBAIOTCS U 00pa3yIOT Xa/1a3bl — dACTUYHBIC OTIOPHBIE
AJIEMEHTBI, KOTOPBIE YJECPKUBAIOT SUIIEKIETKY B IICHTPE SHIIA.

[Tocne oBymsIIIMM W TOMAJaHUS B BOPOHKY sSHIEBOJA SUIEKIETKA, €lE He
MMEIOIIasi TPETUYHBIX 000JI0YEK, OIUIOAOTBOPSAETCS MPOHUKAIOIMIUMH B ATy 00JIacTh
cnepMusMu. Yepes Mopsl KEATOYHOW O00OJIOUKH B SMIO MOMAAaeT HECKOJIBKO CTIep-
MAaTO30MJIOB, M3 KOTOPBIX TOJBKO OJUH MPEBpAIIaeTCI B MYXCKOU npoHyKaeyc.
OnnoA0TBOPEHNE CHUMAET 010K Mello3a U UHUIUUPYET 3aBEPIICHUE MeUOMULEeCKO20
nenenns. CIycTs MPUMEPHO TATHh YacOB MOCJIE OIIOIOTBOPEHUS, KOTIa SHIO TMoTa-
JaeT B IUCTAJIBHYIO YacTh SIUIIEBO/A, TJI€ PACIOIOKEeHA U3BECTKOBAs kKeje3a, Hauu-
HaeTcs OpobiieHue.

Pannue ctamuu pa3BuTHs (BIUIOTh IO Pa3[EiCHHUS SMU- U TUIOOIAacTa — CM.
HUKE) MPOXOAAT B SHIEBOAAX. Y KypHIIBI BpeMsl MEXKIY OBYJSIIUECH W OTKIAJKOU
sila cocTaBisieT 25 4, U3 KOTOPhIX nocieanue 20 4 si1io, mpoaBUrasiCh M0 HaIpaB-
JICHUIO K KJIOAKEe OCTPBIM KOHIIOM BIIEpEJ, BpariaeTcsi omaroaaps paboTe MBIIIIT Si-
11eBojIa co CKOpocThio oT 10 0 15 060poTOB B Wac BOKPYT cBoel IiuHHOM ocu. [Ipu
ATOM TOJIBKO YTO C(POPMUPOBAHHBIE TPETUUHBIE 0O0JIOYKH, BKIIIOUAsi OEITKOBYIO, BO-
BJICKAIOTCS BO BpaleHrne. YacTUUHO BOBJIEKAETCSI B HETO U JKEITOK C 01acmoouUcKkom
(cM. HUXKE), OTUETO TOCJICTHUN B ABMKYIIIEMCS 110 SUIIEBOJaM SUIIE COXPAHSIET KOCOE
MTOJIOKEHHUE, XOTS B TIOKOSIIIEMCSI SHIIe OH, KaK HETPYJIHO yOCIUTHCS, pacIonaraeTes
ropuzoHTanbHO. [Iporecc popmupoBanus 000I0UEK 3aBEPIIACTCS B KOHEUHOM OT/Ie-
Je sSUIeBoIa, Tie 00pa3yeTcs BHEIIHSSA W3BECTKOBAsI CKOpJIynoBasi 00osiouka. Ckop-
nyma, Oyaydd MEXaHWYeCKOHW 3alllMTON 3apojblllia, BMECTE C TEM CIYKUT JIJII HETO
HMCTOYHUKOM KaJIbITHSI.

CHecEHHOE S0 KypHIIbl (PUC. 52) OKPYKEHO U38eCMKOBOU CKOPIYNOU, TIOJ
KOTOpOHM pacmojiaraetTcsi Ii€HYarass nooCcKopaynosas 0060a0uka, KOTopas y TYIHOTro
KOHIIa SiIIa pacciaanBaeTcs, 00pasyst BO3IYIIHYIO KaMepy.
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Puc. 52. Ctpoenue kypuHoro siira (mo: Kapicon, 1988): 1 — 6emnok; 2 — ckopiymna; 3 — moacKopiy-
noBast 000J10uKa; 4 — BO3/yIIIHAsI Kamepa; 5 — xainasa; 6 — xenTouHas 00osiouka; 7 — Giactojepma
(3apospim); 8, 9 — ciou kenAToro u 6EIoro KeaTKa COOTBETCTBeHHO; 10 — aredpa (mmoaBecka).
COoky mpecTaBiieHa KpUBasi pOCTa KOJIMYECTBA SIMYHOTO KelTKa. [ Opr30HTaIbHAsI OCh — JIHU T1e-
pea OTKHaHKOﬁ HﬁHa, BCPTUKAJIbHAA OCb — KOJIMYECTBO JKCJITKA

1.2.6.1.2. /Ipobaenue

V¥ Sauropsida npob6nenue mepobracmuueckoe. OHO 3aTparuBaeT JIMIIb ITUTO-
IIa3MaTHYECKUN JHUCK, T.€. HOCUT OuUCKouodaibHblil Xapaktep (puc. 53).

Puc. 53. JluckounnanpHoe apobieHue KypuHoro siina (mo: [Tarrepcon, 1910): A — Bua ¢ aHUMAaIb-
HOTO ToJTF0ca o0acTu apobnenus; b — paspessl apoosierocs 6acToaucka
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[TepBbie aBEe OOPO3IBI MPOXOMAT MEPICHAUKYISIPHO APYyr Apyry. Ha aToit cramum
OJlacToMepbl pas3ziesieHbl TOJIBKO B IIEHTPAJIbHON 00JIaCTH AMCKA, TOT/1a KaK Ha Mepu-
(dbepuu OHM COXPaHSIOT MEXy co00M cBs3b. Crenytonue 60po3 bl MPOXOIAT Mapai-
JIENBHO TIEPBOM, TPHUBOISI K 00pa30BaHMIO BOCbMU OactoMepoB. HaunHas ¢ uetBep-
TOTO JeJieHusl JpoOJieHUs, KOIJa BO3HUKAET KOJbIEeBas 00po3/a, MOSBISIOTCS
000coOJIeHHBIE LIEHTpaIbHbIE OJIACTOMEPHl U COCIUHEHHBIE MEXIy CO0O0i Mapru-
HaJbHBIE nepudepruyeckre. Bo3Hukaromye B 3T0 BpeMsi TOPU30HTAIbHbIE 00PO3/bI,
KOTOpBIE MPOXOJAT B IIIOCKOCTH, NApAJIIEIIbHOW NOBEPXHOCTH SWIA, OTAEISAIOT IEH-
TpaJibHbIe 0JacTOMEPHI OT XKeNTKa. B pe3ynbrare 3TOro B ieHTpanbHOM 0bnactu Oma-
CTOZIEPMBI (hOPMHUPYETCS n003apodvlutesas moaocTh (puc. 54). K MOMeHTy cHeceHus
U0 TPOXOIUT OKOJIO 14 neneHunid, Tak 4To OJacToaepMa TOJIBKO YTO OTJIOKEHHOTO
AiI1a HACUUTHIBAET YK€ 0K0JIO 60 ThIC. KIETOK.

Puc. 54. ®opmupoBanue 3apoipliieBoro aucka Kypuisl (mo: llmunr, 1951): A — no3auss cranus
npoOnenus; b — nepen HayanoMm ractpynsanuu. 1 — Gixactomepsl; 2 — 3nubIacT;
3 — mo3apobIIIIeBast MOJIOCTh; 4 — KEITOK

Hemepmunayus nepeone-3aoneti ocu (puc. 55). Kak yxe ormeuanocs, 61aroaa-
Ps IEPUCTATBTUUYECKUM COKpPAIIEHUSIM MYCKYJIaTyphl SIMII0 BpalllaeTcsi BOKPYT CBOECH
mmHHOM ocu. [Ipu aTomM GracToaepma TakKe HECKOJIbKO CMENIAeTCs B HApaBICHUU
BpaIllEHUsI TaK, YTO 3aPOJIBIIIEBBINA TUCK PACIIOIAraeTCs MOl HEKOTOPHIM YTJIOM K TO-
PU3OHTAIBHOM IJIOCKOCTH; TP 3TOM CKOpJIyma W OelKoBas 000JI0ouKa BPAIIArOTCs
BOKPYT eJTKa, MOJIOKEHUE KOTOPOT0 OTHOCUTENIHHO IIEHTPa TSHXKECTH CTAllMOHAPHO.

Oxka3anock, 4YTO 3TO UMEET OOJIBIIIOE 3HAUYCHUE JJIs JETePMUHAIIMU OYIyIIEro
3QJTHETO KOHIIA 3apOJbIIIa U OCH €ro OMIaTepalbHOM CHMMETPHHU: TOT ITOIIOC OJa-
CTO/IMCKA, KOTOPHI 3aHMMAET BEPXHEE MOJI0KEHUE OTHOCUTEIBHO BEKTOpPA CHIIbI TS-
KECTU, U CTAHOBUTCS OYIYIITUM 3aJHUM KOHIIOM 3apO/IbIIIa.
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Puc. 55. I'paBuranus kak Gaktop crnenupuKanuy nepeaHe-3aaHeid Ocu y KypuHOro 3apo/biiia (To:
Wolpertetal, 2005): Bpaiienue B CKOpIymoBoii skenese (A) BbI3bIBA€T OT)KUMAHUE CBETJIHIMH KOM-
MMOHEHTaMU KEJITKA 4acTh 0JacToiIepMbl Ha 0JHY cTOpoHny (b), KoTOpas craHOBUTCA 3aHEHN YacThIO
3apoapima (B)

DTO OBLIO ITOKA3aHO CICAyromunuMHU KpaCHUBBIMH OIIbITAMHU. U3 emeé HE OTIIO-
JKCHHOI'O KYPHHOTI'O ;Iﬁua HU3BJICKAJICA KCIITOK C 6JIaCTO,Z[epM0ﬁ H IIOABCIINBAJICA K
CTEKJITHHOM MaJIOYKe 3a OJHY M3 XaJlas. HpI/I 9TOM BCKTOP CHJIBI TAXKCCTHU OKa3aJICA
HaIIpaBJICHHBIM IICPIICHAUKYJLAPHO HOpM&HBHOfI OpUCHTAINHU HGpCIIHC-SaHHGﬁ ocu
3apOoJbIIiIa. To ecThb B 3THUX ONbITaX IMCPCAHC-3a1HAA OCh OPUCHTHUPOBAJIACH 600/1b CH-
JIbI TSAKCCTHU MMApaJIICIIBHO I[HHHHOﬁ ocHu Hﬁﬂa, a HC IICPICHAUKYJIIAPHO, KaK B HOPMC.

Jlpobnenue 3asepuiaemcsi 00pa3oBaHUEM 0.1ACMOOUCKA, KOTOPBIA COCTOUT U3
HECKOJIBKUX CJI0EB KIIETOK (puc. 54).

bnactoauck oTaenéH oT KeiaTKa MOJIOCThI0, KOTOpasi 3all0JIHEHA KUAKOCTHIO,
CEeKpeTupyeMoi KkieTkaMu OsactoaepMbl. LleHTpanbHas o0yacTh 0JaCTOAMCKA HC-
TOHYAETCSI B pe3yJbTaTe BBICENECHUS KJIETOK B TOJIOCTh, TJ€ OHU, MO-BUAUMOMY, IO~
rubatot. [lepudepuueckre KIETKH AMCKa, JIEXkKAIIUE Ha )KEeNTKEe, B 3TOM Ipoliecce He
y4acTBylOT. TakuMm o0Opa3oM, B IEHTPAJIbHON YacTH OJIacTOAMCKA 00pa3yeTcsi CBET-
nast 30Ha, wiu area pellucida, npeacrasiaeHHas ogHUM cioeM KieTok. Ha mepudepun
OJlacToAMCKa pacroliokeHa KoJbIleoOpa3Hasi Hempo3payHas TeMHasl o0jacTh (area
opaca), COCTOsIIIasl U3 HECKOJIBKUX CIIOEB KIIETOK, KOTOPBIE JIe)KAT HETIOCPEICTBEHHO
Ha xenTke (puc. 56).

OCcoOEHHOCTBIO AMOPHOHAIBLHOTO Pa3BUTUSL MNTHI] ABISETCS (HOPMUPOBAHHE
emé a0 Hayajga TacTPYJSAIHH TPOBU30PHOTO BHYTPEHHETO CJIOS 3apojbpllia —
eunobaacma; COOTBETCTBEHHO OTIEIMBUIMICS MPU 3TOM BEPXHHUM CJIOW KIETOK
Ha3bIBACTCS dNUOIACTOM.

O6pazoBanue eunobiacma NPOUCXOAUT B JiBa dTana. CHavana u3 Oigacrojiep-
MBI BBICETISIOTCS KJIETKH, KOTOPBIE JAI0T Pa3pO3HEHHBIC TPYMIIBI B MOA3aPOIBIIICBOM
MOJIOCTH — TaK HA3bIBAEMBbIN nepguunslil eunobaacm. CIeayronui dTan CBsA3aH C aK-
TUBHOCTBIO 3a/IHEM 00JIACTH 3apo/IbIlia, KOTOpas XapaKTepu3yeTcs BHICOKUM YPOB-
HEeM MeTaboM3Ma M MHTEHCHUBHOW KJIETOYHOUW mponudeparueit. B 3amueii o6nactu
area pellucida pacmonokeH cepmoOBHIHBIN KIETOYHBIH I'peOCHb, TaK HA3bIBAEMBIM
cepn Pay6epa—Komnapa (puc.59, A).



Area pellucida /

Puc. 56. IlocnenoBatenbHble cTaauu 00pa30BaHus rMIO0IacTa y KypUuHOTo 3apojslia (rno: I'ni-
6ept, 1997): Guir — 611acTONEIIb; 3MI — 3a/IHSAsS MaprHHAIbHAs 30Ha; 31T — [03aPOIbIIIEBas 110~
JIOCTB; 30 — srOIacT; 1 — KIIeTKH THII00IacTa, OTAEIUBINNECS OT dIKOIacTa; 2 — KIIETKH THIT00Ia-
CTa, MUTPHPYIOIIHE U3 TITyOOKHX pailOHOB 3a/IHEI MapruHalbHOW 30HBI, OHA ke — cepn Koapa
(BBIICIICHBI YEPHBIM IIBETOM); CTpEJIKa Ha B moka3siBaeT HampaBiieHHE ABMKCHUS THIIO0IacTa

W3 obnactu KomapoBa cepria MPOUCXOANT BBICENIEHUE KIIETOK, KOTOpPHIE aK-
TUBHO (aMEOOMAHO) MEepeMeNIaloTcs; 00pa30BaBIIMIICS KIETOYHBIH (DPOHT pacrpo-
CTpaHseTCs MOJ dMUOJIACTOM B TIEPEHEM HAIpPABJICHUHU, COCTUHSSACH MO MEpPE MPO-
JIBYDKEHUS C BBICCTTMBITUMUCS paHee KIIETKaMH TIEpBUYHOTO rumnobacra (puc. 56, b).
B pesynpTare ommcaHHOW MHTpecCHM KJIETOK M WX HANpaBICHHOMY IBHKCHHUIO B
LEHTpaJIbHON 00JacTH OjacToaucka (opMuUpyeTcs BHYTPEHHHM, JeKAIUNA IO SMH-
Omactom cioi — emopuunwbii eunodracm (puc. 56, B), KOTOpHIi 4acTO HA3bIBAIOT
IPOCTO 2unob.racmom; KIETKH TOCIEIHEr0 CBSI3aHbl MEXY COOOW IJIOTHBIMH KOH-
TaKTaMH, HO JIKAT U30JIMPOBAHHO OT KJIETOK area opaca.

Bo3Hukimmit TakuM CcrocoOOM TUIOOJIACT UTpaeT HCKIIOYUTEIHHO BaKHYIO
pOJib B (JOPMUPOBAHUU OCH 3apOJBILIEBON MOJIOCKU — POJIb CBOETO poja MHIYKTOpa
(cm. 2.1.12), mox aeficTBHEM KOTOPOTO B OJIACTOAMCKE MO3IHEEC BO3ZHUKAET MPOI0IIb-
HO OPHMEHTHUPOBAHHBIN 3apObIll — MepBUYHas mojiocka (puc. 58). Takum obpazom,
MOSIBJICHHE THIO0JIacTa OMpeAesieT MOJ0KEHUE mpéx oceil Oymyliero Teja >KUBOT-
HOT'0: nepeoHne-3a0Hell, 00PCo-8eHMPAIbHOU, MEOUATbHOLL.

Kak 13 nepBUYHOTO, TaKk U U3 BTOPUYHOTO TUIob1acTa oOpa3yeTcs JIUIb GHe-
3apoovluesas 3HmooepmMa, He BXOASIAs B COCTaB SMOPHOHAIBHOTO KHUIIICYHHKA, a
MPUHUMAIOIAS yIaCTHE B (POPMUPOBAHUU HCENMOYHO20 MEUIKA.
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1.2.6.1.3. 'acmpynayusn

KapTa mpe3yMnTHBHBIX 3a4aTKOB 3apO/IbIlia KYpHIIBI TIepe ] HadyajJoM racTpy-
JISIUH BBIDJISIIUT CIEAYIOMUM 00pa3oM (puc. 57):

puﬂb,meﬁaﬂ 3/(7'00170
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Puc. 57. Kapra npe3syMITUBHBIX 3a4aTKOB 3apO/ibllia KypHUIlbl [IEpPE]l HauajJoM racTpyJialiuu (1o:
PoszenkBuct, 1972): r — 3a4aTOK rOJIOBHOM M€30/1€PMBI; KM — 3a4aTOK SHTOJEPMBI KEITOYHOTO
MEIIKA; X — 3a9aTOK XOPJIbL; 3071 — SHTOOJIACT (3a4aTOK TOJIOBHOW KUIIIKH ); OCTAIBHBIC 3a4aTKH

0003HAYECHBI Ha PUCYHKE

Hauano ractpyssiiuu 00yCIOBIEHO BOSHUKHOBEHHUEM JBUTATEILHOM aKTHBHO-
CTH KJICTOK dnubiacma, B pe3yjbTaTe 4ero o0pasyercsi CKOMJICHUE KIETOK — nepauy-
nas nonocka (puc. 58).

Puc. 58. A — 3apoapI KypHIlbl BO BpeMsl TacTpYJIsIuy (BHI Ha 3apOJIBIIIEBBIA TUCK CBEp-
xy) (mo: I'ommaenkoB u np., 2004): A — 15 4 uakyOanuu (cTaaus NepBUYHOMN MOIOCKH); 1 — TéMHAs
30Ha (area opaca); 2 — mpoaMHHOH; 3 — cBeTJiast 30Ha (zona pellucida); 4 — nepBuuHas mosocka; 6 —
KJIETKH, JBUXKYIIMECS K MEepBUYHOM monocke (Oosee TEMHAs 00IacTh 3apoBIIIEBOrO JIUCKA),
HaTpaBJICHUE IBIKCHUS TIOKA3aHO CTPEIKaMH; 7 — TeH3EHOBCKHH Y3€IOK.

b — cxema mMopdoreneTruecKkux ABMKEHUH, CBI3aHHBIX ¢ 00pa30BaHUEM ME30epMbI B 00-
JIACTU TIEPBUIHOM OOPO3JIKK KypuHOTO 3apojsima (tio: ['azapsn, benoycos, 1983)
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Ona popmupyercs myTéM KOHBEPreHIIUH (CXOXKICHUS) KIETOK OT mepudepuu
nubIacTa K €ro 3aJHeMy KOHILy; 3T JBUKCHHS MPEACTABISAIOT COOON CEpUIo puUT-
MHUYECKUX COKpALICHUH KIETOK 3MHOJacTa ¢ MEPHUOJOM OKOJIO 2 MHUH; MPU 3TOM
JIBUKEHHUE KJIETOK B JICBOM M MPABOM IMOJOBHHAX 3apOAbIIIa CHMMETPUYHO. B neBoi
MOJIOBUHE 3apObIIIa KJIETKA AMUOIACTa OCYIIECTBIISIIOT TAK)XKE KPYrOBOE JBHKEHHUE
npomue 4aCoOBOM CTPEJIKU, HAIIPAaBJIEHHOE B CTOPOHY KayAadbHOU 00JIacTH; B MPaBOil
MOJIOBHHE aHAJIOTHYHOE JBIKEHHUE MTPOUCXOIUT 710 YaCOBOM cTpenke (puc. 58).

VYxke yepe3 HECKOJIbKO YacoB MOCII€ CBOETO BO3HMKHOBEHUS MEPBUYHAS MOJIOC-
Ka IpuoOpeTaeT yriyOiaeHue 1Mo cpeaHeil JMHUU U HAUYMHACT Ha3bIBaThCS NEePEUUHOLL
boposzokoti (puc. 59, A, b, B, 3). Ha e€ nepenHem KOHIIE BOZHUKACT nepsuuHas amKa,
Ha3bIBacMas TaKke cenzenosckum yzeaxom (puc. 59, A, b).

X8 Ty

né

Bepxnsas noBepXHOCTSD

Puc. 59. JIBmxeHne KIETOK B THITOOJIACTE W SITUOJIACTE 3apOIBIIICH ITUI] HA PAHHHUX CTAIASX pa3-
Butus (no: [lnparr, Xaac, 1960): A — runobnact, Bux cBepxy; b — amubact, BUI cBepxy; TOYKaMH
BbIJIEJICH 3apOBIIIEBBIN UTOK. B — monepeuHslii pa3pe3 nepBUYHON OOPO3/KH; I'y — T€H3EHOB-
CKuil y3eno0K; 10 — nepBuyHast 60po3/1Ka; I — MepBUYHAs M0JIOCKA; XB — XOpJaJIbHBINA BBIpOCT; 1 —
9KTO/IEpMa; 2 — MUTPHUPYIOIINE KJIETKH MPE3yMIITUBHON Me30/1epMbl; 3 — mepBUYHas 0opo3aka; 4 —
SHTOJEPMA; 5 — Me30aepMa

W3 mepenneit yacTu nepBUYHON OOPO3KH — B 00JIACTH TEH3EHOBCKOTO Yy3€JKa
— HAYMHAIOT KIMMHUTPUPOBATH MOJ] SMHOIACT KICTKU Oepunumuenol (KuueuHo) sH-
mooepMmul, Ha3bIBAEMOU TAKKE IHMOoOAAcmoM; €ro (PopMUpPOBaHUE 3HAMEHYET COOOM
Havajo emopotl (a3zvl TaCTPYIISIUU.

Knetku sHTOONAcTa OTTECHSIOT TUNOONACT Ha MNepudepuio 3apobIIIEBOTO
IIMTKa, TPEUMYIIECTBEHHO K €ro MepeaHeMy Kparo (001acTh Tak Ha3hbIBAEMOTO 20-
JI0OBHO2O cepna, TNe, KaK TOBOPWJIOCH, KOHIIEHTPUPYIOTCS 20HOYUMbL — CM. TIEPBYIO
4acTh Y4€OHOTO MOCOOUS).

Bcnen 3a sHTOGMaCcTOM Yepe3 reH3eHOBCKUN Y3€JI0K M CTEHKH NEPBUYHOM 60-
PO3/IKM HAYMHAIOT UMMHUIPUPOBATh KIETKU Oyaylled Me30JepMbl — Me3001acma; B
MPOIIECCe UMMUTPAIIMN OHU YTPAUYUBAIOT MPUCYIIHHM SMHUOIACTy MUTEIUATBHBIN Xa-
paKTep U BHITTSAAT KaK OTIENbHBIE, He CKPETUIEHHBIE IPYT C APYTOM KIETKH.
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[lenTpanbHas yacTh Me300JlacTa, MMMHUIPUPOBABINAS 4Yepe3 T'€H3EHOBCKUU
Y3€JI0K B IIEPEJHEM HAIIPaBICHUH, NAET HAYAJIO 20I06HOU Me300epme U XOPOATbHOMY
évipocmy, BIOCIEACTBUU MpeBpalaromeMycss B xopay. Kiierounslii maTepuai, UM-
MUTPUPOBABIINI Yepe3 OOKOBbIE CTEHKU MEPBUYHOM OOPO3AKH U YCIIEBIINN OTOUTH
nanee Bcero K mepudepuu (K kparo odpactaHus 0JacTOIMCKA), MaéT HAYAJIO GHe3d-
DPOObLULeBOL Me300epme.

Matepuan Me3001acTa, IMMUTPUPOBABIIHKN TO3KE U PACTIONOKCHHBINA MTOATO-
My OJIM>KE K OCH 3apofbllla, Ta€T ME30AEPMY OOKO80U NAACMUHKU, 4 MaTEpUAIl, UM-
MUTPUPOBABILINHN MMO3KE BCETO U PACTIONOKEHHBIN OJIMKE BCEro K OCH, — Me300epmy
comumos (puc. 57). [lo Mepe yxoaa KJIETOK U3 MEPBUYHON OOpo31aKkHM OHA BCE Ooee
YKOpAuMBaeTCs] U TE€H3EHOBCKHUI Yy3€J0K CMelaeTcsi emeé nanblie Ha3al. B koHie
KOHIIOB OH OKa3bIBAETCS Ha 3aJHEeM KoHIIe 3apojsima (puc. 60, A) U BIOCIEICTBUU

IMPpCBpaIIacTCA B AHAJIBHOC OTBECPCTHUC.
ae IMN,

\‘/ ly."‘

-

Puc. 60. 3apoapim kyputs! nocie 30 u uakyo6anuu (rno: banunckuii, 1975): A —Bua cBepxy; b —
BHUJI C JIEBOTO OOKa. TK — TOJIOBHASI KHIIIKA; TC — TOJIOBHASI CKJIAJIKA; TTI — IJIa3HOM My3bIPh; Ty — F'eH-
3€HOBCKHI Y3€JI0K; KB — JKEJITOUHbIE BEHbI; HIT — HEPBHAS IUIACTHHKA; HT — HEpBHAs TpyOKa; ¢ —
CEepJLE; COM — COMUTBI; X — XOPJia; Pros — nepeHuii MO3roBoil my3bIphb; rhomb — 3aaHMI MO3rOBOM
y3bIpb; MEs — CPEAHNUN MO3TOBOIl My3bIPh

B nenom BTOpas ¢aza racTpysislMU NTUL U APYTHX aMHHUOT SIBHBIM 00pa3oM
rOMOJIOTUYHA TracTpyJsiuud aM(puoOnii: mepBUUHYI0 OOPO3JIKY MOKHO CUHUTATh TOMO-
JOTUYHOU OyacTonopy, e€ Kpasi — OOKOBBIM rydam 0OJjiacTonopa, FeH3eHOBCKHUH y3e-
70K (IEpBUYHYIO SIMKY) — JIOpcaJIbHOM T'y0Oe Onactornopa; matepual sHToOJIacTa ro-
MOJIOTUYEH MpeXOopaajbHON MacTuHKe aM(puOuii. ['oMoorus TeH3€HOBCKOTO y3eJ-
Ka C IOpcaJIbHOU Ty0oii Oactoropa ampuOuii MOATBEPIKIACTCS U IKCIIEPUMEHTAITb-
HO: TEH3€HOBCKHMH y3eJ0K 00jajaer AeHWCTBUEM MEpBUYHOrO oOpraHuzatopa (cMm.
2.1.12.2): mpu mepecaake B Apyrue 00JacTH OJAaCTOAMCKA OH BBI3BIBACT TaM 00pa30-
BaHHE OCEBBIX CTPYKTYP JOTOJIHUTEIHLHOTO 3apoAblia.
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1.2.6.1.4. Heapynauus

dopmupoBaHUe HEPBHOU TPYOKH, XOPJIbI, COMUTOB U OOKOBOMW TIIACTUHKU ME-
307IpMbI (CIUTAHXHOTOMA) MPOUCXOTUT aHAJOTUYHO TAaKOBOMY JPYTHUX XOPIOBBIX
KHUBOTHBIX (puc. 61, 62), 3a UCKITIOYCHHEM KHIIKH, (POPMUPOBAHHUE KOTOPOU Yy ITHII
OIKCAaHO 0CO00.

Puc. 61. CpaBHenue 3apojbiiieit ampuOUii ¥ NTUI] HAa CTaJUK Helpybl (monepeunslie cpesbl) (A—-B
no: Rugh, 1951; I'-E — no: Potter, 1951): A-B — nelipynsauus ampubwmii; I' — veitpyna nruw; J{ —
KYpUHBIN 3apobI (YAaJeHa 4acTh JKeNTKa); E — 3apo bl IATyIIKY; TUIIEHHBIN OoJbIeil yacTu
KeNTKa KypuHbIH 3aposiul (/1) moxox Ha 3aponsii amubuii (E). 1 — HepBHas miacTuHka; 2 —
Xopaa; 3 — sHTOAEpMA; 4 — KHILIKA; 5 — COMMT; 6 — MapueTabHbIN JIUCTOK ME30/I€pPMbI; 7 — BUCIIE-
paJTbHBIN JINCTOK ME30JIEPMBI; 8 — Me301epMa OOKOBOH IIacTUHKY; 9 — HepBHas TpyOka; 10 —
HepBHBIN rpedenp; 11 — nenom; 12 — skromepma; 13 — MecTo paspesa Ui CHATHS 3apo/bIiia ¢
JKenTka;, 14 — )KeIToK
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Puc. 62. Heiipynsitus kypunoro 3apojsima (mo: ['nnbept, 2010): B TOJTOBHOM OT/eNe 3aKaHUYNBALT-
Csl HEHPYIIALUS, B XBOCTOBOM OT/IEJIE MTPOAOIDKACTCS TaCTPYIISALNS — BRITECHEHHE KIIETOK M3 TeH3e-
HOBCKOTO Yy3€JIKa U TIepBUYHOM 00po3AKHu. 1 — MecTo 00pa3oBaHusi aMHUOTUYECKOM CKIAIKH; 2 —
rojioBa; 3 — HEPBHBIN BaIWK; 4 — HEpBHAS TPYOKa; S — HEUPOIIEh; 6 — Me3eHXUMA; 7 — KUIIKa; 8 —
MOJIrOJIOBHOE MIPOCTPAHCTBO; 9 — Xopaa; 10 — BHe3apoabIeBas 3kroaepma; 11 — BHe3apobiiieBas
Me3o7iepMa; 12 — BHe3apoabIeBas 3HToiepMa; 13 — mapueTaabHBIN JIUCTOK Me301epMBI; 14 — BHC-
HepabHBINA JUCTOK Me30AepMBI; 15 — 1enom; 16 — mepeaHue KuleyHbie BOpoTa; 17 — HepBHAS
rractuHka; 18 — comut, 19 — sxxentok; 20 — reH3eHOBCKHiA y3enok; 21 — mepBuyHas 00po3aka
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Obpazosanue myno8UHbLX CKIA0O0K, PA36UmMue KUEYHUKA U cepoya nmuy
(puc. 62).

Oco0OeHHOCThIO AMOpHOreHe3a Amniota SBJISIETCS 00pa30BaHUE MYI0BUUSHBIX
CKIA0O0K, B COCTaB KOTOPBIX BXOST MPOU3BOIHBIC BCEX TPEX 3apPOJIBIIIEBIX JHCTKOB,
M KOTOPBIC OTJEISIFOT 3apOJBIII OT BHE3aPOIBIIIEBEIX CTPYKTYp. [losiBIeHHE B OHTO-
reHe3e3¢ TYJIOBUIIHBIX CKIAJIOK — 20J06HOU, 08YX O0K0GbIX (1amepanbHbiX) U X80-
cmosotl (KayoanvbHot) — CIy)KUT (OPMHPOBAHUIO TPEXMEPHOW OpTaHU3AIK 3apO-
IBIIIA, TO TOTO PACIIACTAHHOTO HA IOBEPXHOCTH JKENTKA B BUE TUCKA.

B koHIIE IEpBBIX CYTOK MHKYOAIIMH KyPUHOTO 3apObIIIa €0 TEPETHUA KOHEI]
HAYMHAET MPUIIOJHUMATHCS HaJl TOBEPXHOCTHIO OJIACTOUCKA U OTHAEIATHCS OT HETO
y3KOW BHaguHON — 2onognotl cknaokou (puc. 60, b). E€ xpas mocTeneHHO pacmnpo-
CTpaHSIOTCA BCE Jaliee Ha3ajl, OKalMJIs 3apO/IbIiil ¢ OOKOB M OTAEISAS €ro OT paciuia-
CTaHHOM MO >KEJITKY BHE3apOJBIIIEBON YacTH. JTU OOKOBBIE CKIIAJKKU (HEMPEPHIBHO
CBSI3aHHBIC C FOJIOBHOM) Ha3bIBAIOTCS mynosuwnsimu (puc. 64, A, b).

OAHOBPEMEHHO C MPUIMIOJHUMAHUEM HaJ 0JacTOJIMCKOM IMepeaHEero KOHIa 3a-
POJIbIIIIAa HAYMHAET OTICISTHCS OT JKEJITKa MepeAHssl 4actb owmooracma. OHa obpa-
3yeT IpH 3TOM KapMaHOOOpa3HOE BBHINSTYMBAHME, MEPEXOJIAIIee C3aau B TMOKa emié
pacIylacTaHHBIM O KEITKY SHTOOJACT; 3TO BBINSYMBAHUE HA3BIBACTCSI 20.108HOU
kuwxou (puc. 60, B), a BX0J B HETO C3a/IH — 80POMAMU 20J108HOU KUK

1.2.6.1.5. 3apooviuesvie ob6010uKu

l'unobnacm n snubaacm, pacrnoaoKEeHHbIE Ha nepudeprn 3apoIbIIIEBOro JAHC-
Ka, IPOAO0JDKAIOT PACIPOCTPAHATHCS 0 TOBEPXHOCTH JKETKA.

JKentok, mOKpBITHINA TUIIOOIACTOM, 00pa3yeT JHCenmouHblli MeuloK, TIOA0OHbBIN
TaKOBOMY KOCTHUCTBIX PBIO (XOTS y MITHI] )KEJITOK HUKOTIa HE TIOKPhIBaeTCs Tunoda-
CTOM TOJIHOCTBIO, & OCTAE€TCSI CBSI3aHHBIM C OEJIKOBOW O00JIOUKOI y3KOW NEepeMbly-
koi) (puc. 63). B mpocTpaHCTBO MEKIy T'MIIOOJIACTOM U 3MHOIaCTOM KEITOYHOTO
MEIIKa BHEAPSIOTCS KIETKU 6HE3apoO0biuiedoli me300epmbl, 00pa3yst KpogsaHble 0Ccm-
PO6KU; BO3HUKAIOIINE U3 HUX COCYAbl BHE3apPOBIILIEBON CUCTEMbI KPOBOOOPALIICHHS
CIIy’)KaT HE TOJIbKO JUIsl ra3000MeHa, HO U JJI1 TPAHCIOpPTa MUTATEIbHBIX BEILECTB
’KEJITOUHOTO MEIIKa K 3apOJIbIIly U yJaJeHUs MPOAYKTOB 0OMEHa; COOOIIEeHUE Ke-
TOYHOTO MEUIKA C TEJIOM 3apO/JIblllIa OCYLIECTBISETCA MOCPEICTBOM KEJITOUHBIX BEH.
Takum 00pazoM, >KEJITOYHBIA MEIIOK — BaKHEHIIMI MPOBU30PHBIA OpraH, BBITOIHS-
IOLUI QYHKIUN numanus, ObIXanus, 6bl0e1e s, & TAKKE NePeUUH020 KPOBEmBOPHO-
20 opaaHa.
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Puc. 63. O0Oumii Bua 3apojibiiia Kypulbl B Bo3pacte 5 cyT. (mo: Parosuna, 1975): 1 — 3apoapi; 2 —
MOJIOCTh AaMHUOHA; 3 — TPaHUIla pacIPOCTPAHCHUS AJUTAHTONCA; 4 — COCYIUCTOE TOJIE KEJITOTHOTO
MEIIIKa; 5 — AKTO/IepPMa KEITOYHOTO MeIIKa; 6 — OeKoBas 000J109Ka; 7 — BO3AyIIHAs Kamepa; 8 —

JIBE TTO/ICKOPITYIIOBBIE 000IOUKH; 9 — CKOPIIYIIOBasi 000I09Ka

BopoTa royioBHOW KHIIKH IO MEpPE Pa3BUTHS 3apOBIIIA CMEIIAIOTCS BCE najee
Hazal, OTAENAS OT KEJITKAa HOBbIE y4acTKH 3HTOONacta. YUepe3 2 cyT. MHKyOanuu
aHAJOTMYHBIM 00pa30M Ha MPOTUBOIOJIOXKHOM KOHIIE 3apojsiiia (OpMHUpPYETCs 3a0-
Has xumka (puc. 64). K 4eTBEpThIM CyTKam pa3BUTHUSL BOPOTa MEpEIHEH U 3aJHEH
KHUIIKA TIOYTH CMBIKAOTCS, OCTABJIASA Y3KAM ITPOCBET MEXAY KUULCUHUKOM 3apOJbIIIA
U orcenmoynvim mewkom (puc. 64) — orcenmounniii cmebenék.

Puc. 64. Cxema ctpoeHus 3apojpliia Kypuilsl 4-cyrouHoi nakyOarmu (mo: banmuuckwuii, 1975): amn
— aJUIAHTOUC; aMH — aMHHOTHYECKasi 000J04Ka; aMH.T1 — aMHUOTUYECKAas MOJIOCTh; TK — FOJIOBHAs
KMILIKA; 3K — 3aJ{HSAS KUILIKA; %M — )KeJITOUYHBIA MENIOK; cep — cepo3Has 000JI04Ka; 311 — K301IeJIOM

[Tepen BBUTYTUICHHEM 3apOJIbIIa OCTATOK JKEJITOYHOTO MEIIIKa BTATUBACTCS Ue-
pe3 KEeATOUHBIN cTeOeIEK BHYTPh KUILICYHHUKA.

B koHIIe BTOpBIX CYTOK MHKYOAIlMK 3apOJBIII KypUIIbI HAUMHAET C TOJIOBHOTO
KOHIIa «YKYTBIBaTBCS» 3apooviutesvimu obonoukamu. OHU GOpMUPYIOTCS KaK CKIIaI-
KU 8He3apo0bliie8oll IKmoodepmbl U TIPUMBIKAIONIETO K HEW napuemanbHo20 aUCmKa
cnaauxuomoma (cM. puc. 65, A, b). OTu cknaaku yIIuHAIOTCS U CMBIKAIOTCS HaJ| Te-
JIOM 3apojpllia MO €ro CPEeIHeN JIMHWH, TIOCIE Yero IOB MEXIY HUMH HCYE3aeT U
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o0e ckiaaku ooveauHstorcs (puc. 65, B). Takum oOpa3oM, BOZHHKAIOT d6e PACIIO-
JIOKEHHBIE IPYT HaJl JPYroM O00O0JOYKH, KaXK1asi U3 KOTOPBIX COCTOUT U3 CIIOSI IKMO-
O0epMbl U IPUMBIKAIOIIETO K HEMY CJIOSI HapUemaibHOU Me300epMbl.
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Puc. 65. TTocnenoBatensHbie cTaguu (A—B) 3aMbIKaHUS 3apPOIBIIICBRIX 000JI0UEK IBITUIEHKA HA T0-
nepeuHbixX cpesax (mo: banunckuii, 1975): aMH — aMHHOTHYECKast 000JI0UKa; aMH.IT — AMHUOTHYE-
CKasl TIOJIOCTh; B. M — BHE3apOIbIIIeBasi Me30/IepMa; AT — IEPMATOM; MT — MUOTOM; TIM3 — TTapHe-
TajabHasi ME30JIepMa; Cep — Cepo3Hasi 000JI0UKa; CT — CKJIIEPOTOM; TC — TYJIOBUIITHAS CKJIAJIKA; 1T —
L[E€JIOM 3apOJIBIIIA; KT — HKTOJIEPMa; SHT — SHTOJIEPMA; 311 — SK30LIETIOM
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Puc. 66. Cxema oOpa3oBaHUs aMHHOHA, XOPUOHA U KEJITOYHOTO MEIIKa y KypHHOT0 SMOpHOHa (I10:
Schoenwolf, 1995): A—B — noniepednbie cpe3bl 4epe3 3apObIII Ha CTAJAUH JIBYX CYTOK HHKYOAIny,
CZCJIaHHBIE B POCTPO-KayAaJIbHOM HaIlpaBJIeHUH; B 3a/IHEH oOnactu Tena (B) BugHbI aMHHOTHYE-
CKHe CKJIaJIKH, KOTOphIE B Cpe/iHel 001acTh Tena KOHTAaKTUPYIOT Mexay coboii (b), a B mepenneit —
cimich. OJTHOBPEMEHHO ¢ 00pa30BaHUEM MTPOBU3OPHBIX OPTraHOB IIPOUCXOIUT MTOBOPOT 3apOIbIIIa
Ha JIEBYIO CTOPOHY. | — aMHHMOH; 2 — XOpHUOH; 3 — 3KTOJepMa; 4 — MapHeTaIbHBIN JUCTOK CIUIAHXHO-
TOMA; 5 — KENTOYHBIN MEIIOK; 6 —BUCIIEPATHHBIN JTUCTOK CIITAHXHOTOMA, / — YHTO/IEpMa; 8§ — IK30-
nenom; 9 — amHuoTHYecKast MonocTh; 10 — nenoM; 11 — sHToaepMa Kuiiku; 12 — MecTo CoeIMHEHUS
BHEIITHETO U BHYTPEHHETO 11eJIOMOB; 13 — 00KOBasi aMHHOTHYECKas CKIaaKa; 14 — narepanbHas
CTEHKA Teja

BayTtpennss, 6mmxkaiiinas K ey 3apojpiiia 000JI04YKa Ha3bIBACTCS AMHUOMU-
yeckotl (cMm. puc. 65), a HapyXHast — ceposzHoul. 11oT0CTh MEXKTy 3apOJBIINIEM U aM-
HUOTHYECKOM 000JI0UKON Ha3BIBACTCS nosocmvlo amuuona (cMm. puc. 63, 65), a mo-
JIOCTh MEXKJIy aMHHOTUYECKON M CEPO3HON 000JIOYKaMU — TIOJIOCTHIO BHE3apOIbIIIIe-
BOT'O IIEJIOMA, WJIH 3Kk30yenomom (cM. puc. 63, 64), Tak Kak 3Ta MOJOCTh BBICTIIAHA C
00eux CTOPOH 6He3apoobliulesol Me3oiepMoit. Ha paHHuX cragusx pa3BUTHS BHE3a-
POJIBIIEBBIN 1IEJIOM CBSI3aH IIMPOKUM MPOCBETOM C TEMH YYacCTKaMHU IieJioMa, KOTO-
pBIe TIO3KE BOUAYT B cocTaB 3apoapima. Ho ¢ yrimyOineHneM TyJIOBUIIHOW CKITaJIKU
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ITOT MPOCBET CYXKAETCs, M 3apOJbIIIEeBbIE Y4acTKu yernoma (cMm. puc. 65) 060cobms-
I0TCS OT 9Kk30yenoma. CxeMa U3J0KEHHBIX COOBITUH TIpeICTaBIeHa Ha puc. 66.

K KOHITy TpeThbUX CYTOK MHKYOAITMU Yy 3apOJIbIllia MOSBIISCTCS 3a4aTOK A/LIAH-
mouca (puc. 64, 67). OH 00pa3oBaH HMOOEPMOIL, A TAKKE MPHICKAITIM K HEH BHUC-
IepaJbHBIM JIUCTKOM ME30JIePMbl U TPEACTaBIsET OO0 BBIPOCT 3aaHETO (KJIO-
aKaJbHOI0) OTACINA 3d0Hel KUWKU 3aP0O0bluld.

VY annantouca Be OCHOBHbIE QYHKIIUU:

1) oH paboTaet Kak pezepgyap memadoaumos 3apojpllia — BIUIOTh IO BBUTYTI-
JIeHHUs B HEM HaKaITMBalOTCA MPOIYKTHI paciaja;

2) OH CITy)KUT MPOBU30PHBIM OPTAaHOM ObIXAHUSL.

[Mocneansist pyHKIMs o0ecrieueHa TeM, 4TO B Me30[epMaibHOU 000I0UKe aj-
JIAHTOMCA Pa3BUBAECTCS MOIIHAsI CETh KPOBEHOCHBIX cocynoB. 1o mepe pa3Butus 3a-
pOJIBIIIAa ANJTAHTOUC CHIJIBHO pa3pacTaeTcsl W, B KOHIIE KOHIIOB, 3aHMMAaeT BCIO IO-
JIOCTh BHE3apOJBIIIEBOIO 1IE€JIOMa, TECHO CpacTasChb C CEpO3HOW 000JOYKOM; 3Ta
«00beTuHEHHAs», OOMIBHO CHAOKEHHAsi KPOBEHOCHBIMU COCYAaMU 000JI0YKa Ha3bl-
BaeTCs y NTHUIL U MIEKOIUTAIOIINUX XOPUOANTAHMOUCOM.

Kpome mpouero, XopuoasuiaHTOMC 00€CIIEUNBAECT U3BJICUEHUE U3 U3BECTKOBOM
000JIOUKM filla KaJbIUs, KOTOPBIM HCHOJB3YETCS 3apOAbIIIEM, B YaCTHOCTU NpHU
(OpMHUPOBAHUH CKETIETA.

Puc. 67. O0muuii Bu 3apoibliia Kypuilbl B BO3pacTe
12 cyr. (mo: Parosuna, 1975): 1 — 3apoapir; 2 — mo-
JIOCTh aMHUOHA; 3 — aJUTAHTOUC; 4 — )KENTOYHBIA Me-
IIOK I10JT aJUIAHTOMCOM; 5 — OCTaTOK OCIKOBOM 000-
JIOYKH IO/ aJTTAHTOMCOM; 6 — BO3ayIIHas kamepa; 7
— MOACKOPITYIOBBIE 000JI0YKH; 8 — CKOpITyHoBas
0005104Ka; 9 — cep030-aMHUOTHYECKUIN KaHAal

K koH1y pa3Butus OoJiblIasi 4acTh XO-

wmv  pUOAJIJIAHTOMCA OTOpachblBaeTCs U JIMIIb He-

3HAUUTENbHASA YaCTh BTATMBAETCS BHYTPH 3a-

pojplia, 00pa3ys MO4eBOH My3bIpb. [ITEHEI 3aHUMAaET MOUYTH BECh 00BEM siila (puc.

68). [lepen BBUTYIUICHHEM OH JIBIIIMT BO3yXOM BO3IYIITHON KaMepbl, a OCTaTKH Oell-

KOBOW 000J104KH riotaer. Takum o0pa3om, yxe nepes BbUIYIJIEHUEM Yy HEro Hauu-

HaIOT (PYHKIMOHUPOBATH I€(PUHUTUBHBIE OPraHbl — BBIACICHUS, AbIXaHUs, TUIIEBa-
peHusl.
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Puc. 68. O0Ouwmii Bua 3apojbiiia Kypulibl B Bo3pacte 12 cyT. (mmo: Paro3una, 1975)
1.2.6.2. Pa3zButure penTuinii

Pa3BuTre 3TO¥ Tpynmbel aMHHOT B OOIIEM CXOJHO C Pa3BUTHEM IITHII, XOTS
MMeeT U HEKOTOPHIE YePThI CXOJICTBA C AHAMHHSIMH.

Jlpobnenue nuCKOMIAIbHOE, 3apOABIIIEBBIA JUCK Pa3AeseTCs Ha 3apoibliie-
BYIO (3apOJIbIIIEBBIA IIMTOK) W BHE3apOJIBINIEBYI0 YacTu. PaHo otrnmensiercs rumo-
0J1act, MO-BUJIMMOMY, TEM K€ CIIOCOOOM, YTO U y MTHIl. B 3amHel yactu 3apopliiie-
BOT'O MUTKa (OPMHUPYETCS KJIETOUHOE CKOILICHHE, Ha3bIBAEMOE TMEPBUYHOM TIJIaCTHH-
KOH, a B €ro IEHTPE — KPYTII0e yriyoJieHHe, TOMOJIOTUYHOE OJIaCTOOopYy.

brnactonop Benér Bo BmsuMBaHue, pactyuiee Brnepén (puc. 69, A, b) u 3atem
MIPOPBIBAIOIIIEECS B MPOCTPAHCTBO MEXAY M- U runobsactom (puc. 69, B, I'). 3o
BIITYMBAHUE HA3bIBACTCS ME300€PMATbHbIM MEULOUKOM, TIOCKOIBKY U3 €ro OOKOBBIX
CTEHOK oOpasyercs me300epma, a U3 BEPXHEH CTEHKU — xopda. HanmomHuMm, 4To Ta-
KOH e SMOpPHOHATBHBIA MaTepHal MOTrpyXkaeTcsl B 00J1aCTH T€H3EHOBCKOTO y3€lKa y
MITUIl, 9YTO ¥ JEMOHCTPHUPYET ITyOOKYIO TOMOJIOTHIO MEKIY Pa3BUTHEM ITHI] U PET-
THJTUH.
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Puc. 69. IlocnenoBaTenbHble CTa UK racTPYIISILIUMI SIIEPULIBI HA CATUTTaIbHBIX cpe3ax (mo: VBa-
HOB, 1937): HIl — HepBHAas JIACTUHKA; IIII — IEPBUYHAs IUIACTUHKA; X — XOPJa;
9K.III — SKTOJIEPMANIbHBIN IIUT; SHT — SHTOAEPMA

C apyroil CTOpOHBI, HAJIUYHE XOPOIIO BBIPAKEHHOTO OJIACTONOpa W MPHUCYT-
CTBUE Yy OOJIBIIMHCTBA PENTHIIMNA (SILIEPULBI, 3MEH M YEpPEraxu) OKPYyrioil nepBud-
HOM TUIACTUHKHM B3aMEH BBITAHYTOM MEPBUYHON MOJOCKUA Yy TTHUI[ COJIMMKAIOT 3apo-
JBIIIEH PENTHINNA ¢ aHAMHUSAMH, OCOOCHHO C 3apOJIbIIIIAMH aKyJIOBBIX PHIO.

VY yepenax npouece racTpyJisiiiuA COXpaHsAEeT YEPThI CXOACTBA C racTpyJsuuen
Anamnia. Y HuUX B XoJe IpoOJeHHUs Takke oOpaszyeTcsi 0JacTOIMCK, MOoapa3aenéH-
HBI Ha cBeTJoe U TeMHoe moJjs. [loBepxHOCTHBIE KIIEeTKH OjacToaucka B o0jacTu
area pellucida uMerOT BUJ OJTHOCIOMHOTO CTOJIOYATOIO SIUTEIHUS U 00pa3yloT 3apo-
nbimeBbld muToK. KieTku, nexamue B IIyOMHE IUCKa, OTTPAHHYUBAIOT IMOJOCTh
OnacTynbel OT kentka. B mepudepuueckoil 30He 3apojbIIIEBOro IMIMTKA B 00JIACTH
OyIylero 3aJHEro KOHIA 3apojbliia 00pa3yeTcsl OKpPYIJIOe CKOIJIEHUE KJIETOK, WU
NepBUYHAs IJIaCTUHKA. B 1leHTpe He€ BO3HMKAET racTpalibHOE BIISIYMBaHUE U 00pa3y-
eTcs OacTomnop.

Yepes nepenHioo (BepxHIOW) ry0y OiacTornopa MpOUCXOAUT UHBOJIIOIUS KIle-
TOK 3apOJIbIIIEBOTI0 IIUTKA, JISKAIMX BIOEPEIN OT MEPBUYHOM IUIaCTUHKU. Yepe3 00-
KOBbIE T'yObl MHBOJIOMPYET MaTepual, JeKalUil JlaTepalbHO OTHOCUTEIBHO 0JIacTO-
nopa. /lHo apxeHTepoHa oOpa3yercs 3a CU€T KJIETOK, MOCTYMAOLIUX CI0la U3 3aHEi
obOnactu mepBUYHOW TUIACTHHKU. [Ipoxomsmipe depe3 BepxHIO Ty0Oy OiacToropa
KJIETKH TOCJIE MOJIBOPAYMBAHUS IO/l SKTOAEPMY ABUKYTCS B MEPEIHEM HAIMpPABICHUU
U JIal0T xopaomesonepmy. [lpesymnTuBHas me3onepma, 00pa3yromas HUKHIOK 4acTb
apXEHTEepOHA M HaXOAAIIasiCs B KOHTAKTE C JHTOJIEPMOI, HAUMHAET CMEIIATHCA B
BepXHEM HampasiicHuH. [Ipu 3TOM Me30aepManbHblid MaTepUal B BUIE OJHOCIOWMHOU
TUTACTUHKH PACTIPOCTPAHSETCS MO/ 3aPOBIIIEBBIM IIUTKOM MEXIY SKTOJAEPMOM U 3H-
TonepMoil. BenencTBue ATOro mepeMmeineHusi KIETOK HUKHSS CTeHKa apXEeHTEepOoHa
pa3phIXJIIETCA, a 3aTEM M MOJHOCTBIO MCUYE3aET, B pe3yJIbTaTe Yero OJacTornop uepes
BO3HUKIIMN HEMPOKHUILIECYHBIN KaHaJ IIOJIy4acT CBA3b C ITOJIOCTHIO KEITOYHOIO MEIIIKa.
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OTMeueHHbIE pa3IUYMs MPOLECCOB racTPyJsSIIUMUA Yy NTHUI] U Yepenax HHOIAa
OOBSACHSIIOT TEM, YTO HBOJIIOIMSI OHTOTE€HE3a MTHI ObUTa CBSI3aHA, B YaCTHOCTH, C TIpe-
00pa3oBaHUEM MEPBUYHOMN TUIACTUHKHU MPEAKOBBIX (HOPM B IEPBUUYHYIO MOJIOCKY. ITO
BUJIOM3MEHEHUE MIPUBEJIO K yTpaTe OTKPHITOrO OJacTornopa U K MPEeBpallleHUIO €ro B
IEJIEBUIHYIO BBITSHYTYIO BJIOJIb BCEH MOJOCKU 00JACTh MHTPECCUU KJIETOK 3Muba-
cta. K coxanenuto, paHHee pa3BUTHE PENTUIUN U3YYEHO HEJIOCTATOUYHO JUIsl TOCTPO-
€HUS HBOJIIOIIMOHHBIX TUIIOTE3.

1.2.6.3. Pa3BuTHe MIEKOIIUTAIOIINX

CucremMaTuueckoe pasHoOOpa3ve MIICKOMHUTAIOMIUX MPEXIE BCETO0 OCHOBAHO
Ha Pa3HOOOpa3nU UX PA3BUTHSI.

BHyTpu 3TOr0 Kj1acca MOKHO MPOCIEAUTH pa3InuHbIe CTAIUU Mepexoaa OT Ho-
JUTEYUMATbHBIX, OUCKOUOAIbHO TPOOSIIMXCS SUIl, TOJAOOHBIX SHUIIAM PENTUIINH, K
aneyumaibHuIM, 20ja001acmudeckum siiaM y BBICIIUX (TUTAllEHTApHBIX) MIICKOIH-
TaIOIIHX.

1.2.6.3.1. Pazeumue nuzuiux mMaeKonumarouiux

VY oononpoxoonwix sititia 60TaThl XKEITKOM, APOOJICHUE Y HUX JTUCKOUJATILHOE.
JlanbHeiilee pa3BUTHE U3YYEHO HEJOCTATOYHO, HO, TO-BUAMMOMY, OHO O0Jiee BCEro
MIOXO0kE Ha TAKOBOE PENTHIMI: Ha 01acCTOUCKE POPMUPYETCS KIETOUYHOE CKOTUICHHE
— NEepBUYHAs IUIACTUHKA, @ B HEW — racTpaJbHbIM MEIIOYEK, CXOIHBIA C ME30-
JepMajbHBIM MEIIOYKOM PETITUIINHN U TaKKe CMBIKAIOUIUIICS C paHee OTACTUBIICHCS
SHTOEPMOM. Y €XUJH CAMKH BBIHAIIMBAIOT sIIa B 0CO00M CyMKe. Y TKOHOCHI BBICH-
’KUBAIOT SIiIa B THE3/E, MOA00HO NTHUIAM.

[Tpu racTpynsauuu y OJHONPOXOJHBIX HAOJIOAETCs MHTPECCHs KIETOK Oua-
cronucka. [lonagas B moa3apobllieBO€ TPOCTPAHCTBO, ATH KIETKU 00pa3yroT TUIO-
OJlacT — cHayasa PhIXJIbINA, a MO3/IHEE TUIOTHBIN CIIOM KJIETOK, MOJACTUIIAIONINNA TTHO-
nacT. Mexay snubiacToM u runobdsiactoM GopmMupyercs mojaoctb. B snubnacre Bo3-
HUKAeT 3apOoJbIIIeBasi MOJOCKA, KOTOPasi CIYKUT UCTOYHUKOM KTOJIEPMBbI, ME30JEp-
MBI ¥ DHTOAEPMBI. [Ipor3BOAHBIE ATHX TPEX JTUCTKOB PACTIPOCTPAHSIOTCS MO MOBEPX-
HOCTH KEJITKA U 00pa3yIoT KEITOYHbIN MEIIOK.

Aina cymuamoix (ux pazmep 0,13-0,2 mm) emé comepkar yMepeHHOE KOTHYIe-
CTBO xenTka (o 1/4 ot 00b€ma). Y cyM4aToil KyHHIIBI OHO IOCJIE OIUIOJOTBOPCHHUS
OJIeBaeTCsl mpemuyHblMy — OCITKOBOM U CKOPJIYMOBOM — 00OJOYKaMU. YKe MepBoe
JeJieHre ApOoOJIeHUS] — MEPUIUOHATIBHO-IIIMPOTHOE, BCIEICTBUE YETO JKEITOK BhITAJ-
KUBaeTcs B 0€J0oK; ApoOJIeHUEe ¢ caMoro Havasa mojHoe. Tpetbs 60po3na, Kak U mep-
BbIC JIBE, MEPUIUOHAIbHAS, YTO XapAKTEPHO ISl OUCKOUOAIbHO20 THUIA APOOICHUS
pentuinil u nrui. OOpacTaHue *KelaTKka HaunHaeTcs co ctaauu 16 6iacTomepos, T.€.
ropasJio pasbliie, 4em y Sauropsida, u 3akaHunBaeTCs ObICTpEe.

VY onoccyma xentka emé Menbie. OH TakKe BHITAIKUBAETCS U3 0JaCTOMEPOB
npu apoonenun. Tperbst 60po3aa IpoOIeHUsT — SKBATOpUATIbHAS, U CIIENbl JUCKOU-
JanbHOro ApoOieHus ucuezaroT. YacTh 01acTOMEpOB HAUMHAIOT 00pacTaTh pa3iKu-
KEHHBIN JKEIITOK M BHYTPUKIIETOYHYIO Maccy, o0pasys Tpodoobiact.
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Crioco6b1 00pazoBaHus TUIMOOIACTA Y CyMYaThIX HECKOJIBKO BapbUPYIOT. Y He-
KOTOPBIX BHJIOB OOpPa3ylOTCS THTAHTCKUE KIICTKU-POJAOHAYAIBHUIIBI, KOTOPHIE MH-
TPUPYIOT TOJ MUONIACT M MyTEM MHTEHCHUBHOW Tpoiudepanuud GOpMUPYIOT THIIO-
Omact. Y npyrux BUAOB MPOMCXOIUT WHTPECCHUS KIETOK, KOTOPBIE MO pa3MepaM He
OTIMYAIOTCS OT KJIETOK 3muoOiacta. Tak uiau wHa4Ye, HO MEePBHIM IIaroM K o0pa3oBa-
HUIO 3apOJIBIIICBHIX JINCTKOB Y CYMUYATBIX CIYKHUT (POPMHUPOBAHUE JIBYXCIOWHOTO 3a-
ponsima. [To3aaee GpopMupyeTcst 3apo/IpliiieBas MOJI0CKa ¢ TeH3CHOBCKUM Y3€ITKOM,
KJIETKH KOTOPOU MUTPUPYIOT ¢ 00pa30BaHUEM SHTOJIEPMBI U ME30IEPMBI.

CoOCTBEHHOTO MUTATENILHOTO MaTepuaia y 3apoJIblllia Majio, U €ro XBaTaeT A0
CTaJIMU 3aBEpIICHUSI 00pa30BaHUsI COMUTOB, 000COOJIEHNUS TOJIOBBI, 00pa30BaHUS KO-
HEYHOCTEH, aMHUOHA U aytaHTouca. [locie Bcex aTux AudpepeHIpoBOK 3apOIbIII
ocTaéTcsi B MaTKe M PacTET, MUTAsACh 3a CUET ceKpeTa kKele3 e€ CIM3UCTON («MaTod-
HO€ MOJIOKO»); TUTATEIbHBIA CEKPET MOCTYMAET B COCYABI KEITOUHOTO MEIIKa Yepes
TpodoOaacT (CM. pa3BUTHE ITUIAIICHTAPHBIX.) Takum 00pa3oM, MATEpUHCKHUI opra-
HU3M MPUHUMAET y4acTHE HE TOJbKO B JBbIXaHUHU, HO U B MUTAHUM 3apojbiiia. Tpo-
(duueckast nesTeIbHOCTh KEIE3 MPOJ0JDKASTCS HEJO0NATOo, U Ha 8-i JeHb OYeHb Ma-
JICHBKHUU M COBEPIIICHHO HECAMOCTOSITEIbHBIN JETEHBIII MOSBISIETCS HA CBET.

PoauBimce, neTEHBINN Mepenoi3aT B cyMKy Matepu. OHu emé He crnoco0-
HBI COCaTh, HO B3aUMOJICHCTBHE UX PTa C COCKOM MPHUBOAUT K TOMY, YTO MOCIIEIHHIMA
rJIyOOKO BBOJIUTCSA B TOJIOCTh PTa, YJJIMHSETCS W JIOCTUTAeT nuieBoia. JeT€éHbI
(aKkTUYECKH MOBHUCAET HA COCKE, U MaTh KOPMHUT €r0, BBIJABINBAS C MMOMOIIBIO 0CO-
OBIX MBIIII] MOJIOKO B €r0 ITHIIEBOI.

Y npyrux cyMmuaTthiX, Hampumep, y OaHIWKyTa, Ha MOBEPXHOCTH CEPO3HOMN
000JI0UKH, B TOM €€ MECTe, IJIe OHA CPACTAETCs CO CTEHKOM alllTaHTOuCa, 00pa3yroTcs
Oorarbie coCyaMi BOPCHUHKH, KOHTAKTUPYIOIIUE CO CIM3UCTON MaTKH, TJ€ B MECTe
KOHTaKTa Tak)Ke€ KOHLIEHTPUPYIOTCSI KPOBEHOCHBIE cocyibl. Takas miareHTa, B KOTo-
PO BOPCHMHKH TUIOJA BHEJAPSIIOTCS B CIM3UCTYIO MaTKH, HE paspyiias €€ dMHUTENnH,
Ha3bIBaeTCs noayniayeHmou. Mecto cepo3Hoi 000JI0UKH, Ha KOTOPOM (pOpMHUPYIOT-
Csl BODCUHKH, Ha3bIBaeTCsl XopuoHOM. [lonyruiaiienTa, B KOTOpO BOPCUHKHA XOPHOHA
HE pa3pylIaloT AMUTENHS CIU3UCTON MAaTKH, HA3bIBACTCA 3NUMENUoXopuanvrol (o
TJIAIleHTAIIUH U TUIALEHTaX CM. HIKE).

1.2.6.3.2. Pazeumue nnayeHmapHvlx Ma1eKORUMAIOWUX

[InaneHTapHbIe MIIEKOIIUTAIOLIME — caMasl IPOLBETAIOIIAS BO BCEX OTHOLICHU-
sx rpymmna Tetrapoda, uto 00yCIIOBIIEHO B MEPBYIO OYepe]lb OCOOCHHOCTSIMH UX OH-
toreHesa. [locienoBareTbHOCTh OCHOBHBIX COOBITUI ATOrO IMpoliecca MpeacTaBieHa
Ha puc. /1.

VY 3TuX XKMBOTHBIX siiilJa UMEIOT HEOOJbIINE pa3Mepbl, KOTOPHIE BapbUPYIOT
00b14HO B npegenax 70—120 MkM; Tak, y KpbIChl AMaMETp fiflia coctapisieT 70 MKM, y
MBIIIM — 75 MKM, Y KpOJIMKa U 4yesioBeka — 120 MKMm.

ITo npuunHe )XUBOPOXKACHUS LA areyumanvhblie: O4EHb HEOOJIBIIOE KOJINYE-
CTBO KEJITKA B OJacTOMEpax BCE e UMEETCs, HO OH BIOCJIEICTBUU BbITAJTKUBAETCS.

/pobnenue nonnoe, HO €O HENb3sl OTHECTH HU K OAHOMY M3 M3BECTHBIX HAM
tunoB (puc. 70). Bractomepsl CBsi3aHbI, OYEBHIHO, TOBOJIBHO CIIa00 U MOTYT IOBO-
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padrBaThC OTHOCUTENBHO ApYyT apyra. C camoro Havaia ApoOJIEHUE dCUHXPOHHOE.
OdeHb paHO MO CPABHEHMIO C HU3LIMMHU MO3BOHOYHBIMU — Y€ Ha ctaauu 2—4 Ona-
CTOMEpPOB — HaYMHAET (PYHKIIMOHHPOBATH T€HOM 3apOJIbIllia, U CO CTAIUU 8 KIIETOK
TpaHCISIMS OTKOB UAET MOJHOCTHIO Ha 3apO/IBIINIEBBIX, @ HE HA MATEPUHCKUX MaT-
puIax.

Puc. 70. B. Poranmonsstii tum apobnenus miekonuraronmx (mo: Kapicon, 1983): cxema pacmono-
KECHUS TUIOCKOCTEH pOOIeHHS Y 4-KIIETOYHOTO 3apO/IbIla KPOJIMKa;
| — mocKkoCTh MEPBOTO JICTCHUS

Puc. 71. Pa3BuTHe 3apofpliia MISCKOMUTAOIINUX OT MOMEHTA OIJIOJOTBOPEHUS 10 UMILTAHTAIHH

(no: Tonmuuenkos u 1p., 2004): 1 — matka; 2 — Mopyna; 3 — aBa 6yacromepa; 4 — mepBoe JieJeHue

3UTOTHI; 5 — aMITYJIbHBIN OTIEN sAiIIeBOAA; 6 — OTIIONOTBOPEHUE; 7 — OBYIALHUS; 8 — ANYHUK; 9 —
omacronucra; 10 — MITIaHTAAS 3apO/IBIIIA

VY MHOTUX IJIaneHTapHbIX (y JIOIIAIN, JIETY4e MBIIIH, KPBICHI U JIP.) TaKkKe
oOHapyXeH Oelimonnazmonu3. B 3ToM ciydae >KeNTOK YTHIM3UPYETCS 3apOJIbIIIeM,
MO-BUANMOMY, OJ1arojiapsi TOMy, 4TO KJIETKA 00pa3yromerocs moxe mpogoodracma
BBIPA0ATHIBAIOT MPOTEa3bl, KOTOPBIC CIIOCOOCTBYIOT Pa3pyIMICHUIO OOOJIOUKU SHIIa
nepes UMIUJIaHTalUEN.

Ha cTagum BocbMH 0JaCTOMEpPOB 3aMETHO M3MEHSIOTCS aJre3UBHBIE CBOMCTBA
KJIeTOK. Mexy OiractoMmepaMu 00pa3yroTCs IIOTHBIC KOHTAKTHI. B pe3ynbpTaTe mpo-
MCXOJIUT KOMITAKTU3AIIHSI 3aPO/IbIIIA — SBJICHHUE, XapaKTEPHOE, MO-BUIUMOMY, TOJIHKO
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JUTSI BBICIIIMX MJICKOIUTAIONMIMX. B X0Je KOMIAKTHU3aIMu OTIEIbHBIC OJIaCTOMEpHI
yTPAYyUBAIOT BHEIIHIOID WHIUBUIYAIBHOCTh W TECHO MPHIEraloT APYr K JIpYTy.
Hanuuue mIOTHBIX KOHTAKTOB H30JUMPYET BHYTPEHHIOIO 00JIaCTh 3apojiblllia OT
BHEIIHEN CPEJIbI.

Ha craguu 16 xiaetok oOpasyercs mioTHas mopyia (cmeppooracmyna). Kinert-
KU, HaXOJIAIUECS BHYTPH MOPYJIbI, CBSI3aHbI MEXAY COOOM IIeJIeBHIMU KOHTAKTaMHU.

B creppobnactyne odeHb ckopo (y MbIIIK Ha cTaauu 16 Gi1actoMepoB) Bblje-
JISIFOTCSL CJIOM CBETJIBIX HAPYKHBIX KIJIETOK U 0OoJiee TEMHAs IJIOTHAsE Macca BHYTPEH-
HUX KJIETOK (puc. 72, A). VI3 HapyXKHOTO CJIOS1 BIIOCJICJICTBUMA PAa3BHBACTCSI BHE3apO-
IBIIIEBasl TKaHb — mpoghobracm, a W3 BHYTPEHHEH MAaCCHI (3apooviuegoeo y3enkd,
WA 9MOpuobaiacma) — caM 3apobIIl.

Puc. 72. Mopyna (A) u 6nacrouucra (b) neryueit mbiu (1o: banunckuii, 1975):
3y — 3apOABIILIEBBII Y3€I0K; Tp — TpodobdiacT

Imbpuobracm, U 3apOABIIIEBBIN y3€JI0K, MPEACTaBIsAeT COO0N CKOIICHUE
KJIETOK, U3BECTHOE B COBPEMEHHOW JUTEpaType KaK BHYTPEHHSS KJIETOYHAs macca
(BKM). Ha craauu 64 KIeTOK Ha €ro J0JI0 MPUXOIUTCS IpuMepHo 25% KIIeTOK 3a-

pozpILIa.
Knerku BKM mipu nanbHeiieM pa3BUTHH 00pa3yrOT caM 3apOJblill, a TaKkKe
€ro NPOBU30PHBIE OPTaHBbI. Takum o00pa3oM, y MIICKOMHUTAIONIUX pa3JeicHHe

KJIETOYHOTO MaTepuasia Ha 3apoobluiesyro U 6He3apoOobluledyr0 YaCTU TPOUCXOIUT
3HAYUTETHHO PaHBIIE, YeM Y HU3IINX aMHHUOT, — YK€ B HadaJle IPOOICHMUS.

Kinetrku Tpodobiiacta oCylecTBISIOT aKTUBHBIN TPAHCTIOPT UOHOB U CO3/IAIOT
OCMOTHYECKHH TPAJIMEHT, Oarogapst KOTOPOMY B MOPYJTy MOCTYHAET KUIAKOCTh. [Ipu
STOM MPOUCXOIUT 00pa3oBaHue MOJOCTH (KaBUTAIHUA).

OO6pazoBaBIIMCS MYy3BIPEBUAHBIN 3apOBIII, WIH O1acmoyucma, COCTOUT U3
TpEX 00acTeit:

1) xnetku TpodobaacTa, OTTPAHMYUBAIONINE IIOJOCTh OJACTOLUUCTHI (Tak
Ha3bIBAEMbIH MypasbHbIH Tpoh0OIacT);

2) knetku TpodobiacTa, Haxoasdmuecs Ha noBepxHoctn BKM, — momnspHbIit
TpodobaacT, uim payoepoB Cloif;

3) 3apOoABIIIEBBIN Y3€II0K, UM BHYTPEHHSS KJIETOYHAsI Macca.

Jlokanu3zanuys 3apoJIbIIIEBOTO y3€JIKa U COOTBETCTBEHHO Tpodobiacta B paH-
HEM 3apOoJbIllie MICKOTUTAIONIUX B ONMPEACIEHHON CTEIICHN 3aBUCHT OT TOYKH TPO-
HUKHOBCHHS B SHIEKIETKY CIIEPMATO30Ma U OT TOYKH BBIJCICHHS PEIYKIIMOHHBIX
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tenen. OOHapyX eHO, YTO Y MbIIIU B 74% cilydaeB JIMHUSA, COSAUHAIONMIAs 3TH TOUKH,
COBIAAAET C 3IKBATOPOM JpoOsimencs SHUEKIETKH, pa3AessiolUM 3apO/IbIIIEeBbINA
y3en0k u Tpodobnact. Onnako B 17% ciiydaeB Touka MPOHUKHOBEHUS CIIEPMATO30M-
Jla COOTBETCTBYET BEPXHEMY IOJIOCY 3apOBIIIEBOIO Y3€lika, a B 9% — leHTpaabHOM
gacTu Tpodobiacra.

Hauanenas muddepennuanus BKM coctout B o6ocobienun eunobdracma —
TOHKOT'O CJIOSI KJIETOK, KOTOPBIA HEMOCPEACTBEHHO IPAHUYUT C MOJIOCTHIO OJIaCTOIH-
cTel. 13 Hero B mampHeiilem oOpa3yeTcs BHE3apoOAbIIIeBas dHTOAEpPMA, KOTOpas
BIOCJIEACTBUU BXOAUT B COCTaB *kenrouyHoro memka. Knerku BKM, Haxonsmuecs B
KOHTaKTe ¢ payOepoBbIM CII0eM, 00pa3yIoT snubd.iacm — 3a4aToK, KJIETKH KOTOPOTO B
XO/JI€ TaCTPYJISILIMM JAI0T BCE TPH 3apOABIILIEBBIX JIMCTKA.

Pa3Butre 61acTOIMCTHI Y OJTHOMPOXOAHBIX, CyMUYaThIX U IUIAICHTAPHBIX MIIE-
KOMUTAIONINX MPEACTABISET COO0HN APKUN MPUMED IKEUPUHANbHOCMU. Y TIPEIICTABU-
TeJIeH pa3HbIX TPYIIN >KUBOTHBIX OJIHA U Ta XK€ CMpPYKmMypa BO3HUKAET 3a CUET pas-
JUYHBIX MexaHuzmos. Y OJHOIPOXOJHBIX B 00pa3oBaHUM CHEPUUECKOTO 3apOjbIiia
BEJIYILYIO POJIb UTPAET NEPEMEIICHHUE KIETOK IO MMOBEPXHOCTHU XKENTKA. BO3MOXKHO,
YTO JBM)KEHUIO KJIETOK, KaK M Yy NTHII, CHOCOOCTBYET JKEATOYHAsi 000JI0uKa. Y Cym-
YaThIX pacnpoCTpaHeHUE KIETOK MpoucxoauT mo zona pellucida, B To BpeMs kak y
BBICIIIMX MJIEKOIUTAIOUINX OyiacTomucTa oOpasyeTcsl Ipexae BCEro 3a CYET KaBUTa-
[IMU 3apOJIbIIIa.

Wtak, runo0iactT MIEKONUTAIOIIMX BIOJHE TOMOJIOTHYEH TaKOBOMY 3apObl-
e mTUil. DTa TOMOJIOTHS MOJIKPEIUIIeTCS emlé U TeM, YTO KpaeBble KIJIETKU THIIO-
0JlacTa pacHpOCTPAHSIOTCA O BHYTPEHHEH NOBEpXHOCTH TpodobriacTta, oOpasys
CTEHKY TOJIOCTH, Ha3bIBaeMOU dicermoynvim mewkom (puc. 73, 74). XKentka B HEM,
KOHEYHO, HET, HO MO crnoco0y 00pa3oBaHMsl OH T'OMOJIOTHYEH KEITOYHOMY MEIIKY
OTHUI] ¥ PENTHIINN, ¥ €T0 BOSHUKHOBEHHUE Y MIICKOMTUTAIOIINX CJIEIYET CYUTATh SIPKUM
MIPUMEPOM PEKATTUTYIISIITUH.
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Puc. 73. ®opmuposanue runobdiacra B 61acrouncre 06e3bsHbI (1mo: bamuackwii, 1975): A — oOmuit
BUJI; b — 3apopInieBsIii y3€10K; T — TUnooiacT; Tp — Tpododiact

OcraBmiasics 1ocje BBIACIICHUA rumno0jiacta 4acTh 3apOJbIIMICBOIO Yy3CJIKa
Ha3BaHa MO aHAJIOTMM C TAaKOBOU IITHIL onubIaCcmoM.

lactpynsuus

T'unobaracm obpazyeTcs MyTéM CBOECOOpA3HOM JeIaMUHAIINK, B XO0/€ KOTOPOM
KJIETKH SMOpurobacTa, oOpaniéHHbIe K MOJOCTH OJIaCTOIUCTHI, OTIEISIOTCS OT Kile-
TOK HApYKHBIX CIOEB Oa3anbHOU MeMOpaHoil. KineTkn runo0nacta pacpoCTpaHsoT-
Csl TI0 BHYTPEHHEH MOBEPXHOCTH TPOQPIKTOIEPMBI, KOTOpAsi OrpaHUYMBAET TOJOCTh
0J1acTOoUCThI, 00pa3ysl TaKUM 00pa30M SHTOJIEPMY YK€ YIOMHUHABIIETOCS JHCelmoy-
Hoeo mewka. Ilo3nnee, korna chopMupyercs U Me30/iepMa 3TOro opraHa, 3a CuéT Ko-
TOpOIl B HEM pa3BUBAETCS IJIOTHAs CEThb KPOBEHOCHBIX COCYNIOB, «KEJITOUHBIM Me-
IIIOK», KOTOPBIM HE COACPIKUT KEITKA U JIUIIb OTPAHUYUBACT TOJIOCTh OJIACTOIMCTHI,
npeBpaliaeTcss B OJWH M3 OPraHoB, OOECHEUMBAIOIIMX CBSA3b 3apojpllla C Ma-
TEPUHCKUM OPTaHU3MOM.

THonapnas mpoghskmooepma, HAXONAIIASCS B HEIMOCPEICTBEHHOM KOHTAKTE C
BKM, nponudepupyer u oOpaszyeT 3aMeTHOE KJIETOYHOE CKOIUIeHHE. BHemHue ero
CJIOH, pa3pacTasich B CIM3UCTON 000JIOYKE MATKH, Y MBIIIEH AAlOT TaK Ha3bIBa€MbIN
AKTOTUIAIEHTAPHBIN KOHYC, C TIOMOIIBIO KOTOPOTO 3apOABIII 3aKPETISETCS B TKaHIX
MaTKd. BHyTpeHHHE CIIOM CKOIUJICHHS, JeKaIIe MEXIy JKTOIUIAllEHTAPHBIM KOHY-
COM U dSMOpHO006IaCTOM, SBJISIOTCS UICTOUHUKOM 8HE3APOObIULEBOL IKMOOepMbl, KOTO-
pasi BIOCTIEACTBUH BXOJIUT B COCTaB XOPUOHA.

Onubnacrt, T. €. Te kietku BKM, koTopsie ocTatoTcs mocie BBIACICHUS THIIO-
Oyacta, KaK M y TTHII, SBJISIOTCS 3a4aTKOM, KOTOPBIN, Kak ObUIO YK€ CKa3aHo, HaéT
HAYyaJl0 BCEM TKaHSAM COOCTBEHHO 3apojblllla, a TaK)Ke BHE3apOJBILIECBHIE ME30-
JIepMaJIbHbIE KOMITOHEHTHI AMHHOHA, KEJITOYHOTO MEIIIKa, XOPUOHA U aJJTAHTOMCA.

OcoOeHHOCTBIO TUTALIEHTAPHBIX SIBISIETCSl paHHee MOsIBIECHUE (HEPEIKO OJHO-
BPEMEHHO ¢ 00pa30BaHKUEM KEITOYHOIO MEIIKA) amHuomuieckou noiocmu (puc. 74)
— JIMIIb Y HEMHOTHX U3 HUX OHa 00pazyeTcs MPUMEPHO TaK Ke, KaK y HU3IINX aM-
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HUOT, T.€. MyTEM CMBIKaHUs KpaéB TpodobiacTa Hal 3apOMABIIIEBBIM Y3€IKOM (PHC.
74, A). Y GoJbIIMHCTBA BUIOB MJICKOITUTAIONIMX MOJIOCTh aMHUOHA BO3HUKAET MHAYE
— KABUMAYUOHHBIM, WIH WU30YEIbHbIM, TIYTEM, T.€. Onarofaps pacxoxkICHHUIO Kiie-
TOK 3apoJIbIeBOro y3enka (cM. puc. 74, b-I"). /o nonoctn aMHHOHA (MIPUMBIKaIO-
mee K Tuno0JacTy) mpeacTaBisieT co00r 3apooviuiesolil wumox (MHOTIa OH CHUIIBHO
U30THYT — puc. 74, I'), a kpwiwa TOMOJIOTUYHA aMHUOMUYECKOU 000a0uKe (TOMO-
JIOTOM CEPO3HOM 000JIOUKH CJIeIyeT CYUTaTh TpodhooIacT).

CaM 3apopIll pa3BUBACTCS U3 3aPOABIIICBOTO MIUTKA, TPOXO/s B TOYHOCTH TE
ke cTaauu (MepBUYHAs TMOJIOCKA, MEPBUYHAS OOPO3[Ka C TEH3CHOBCKUM Y3E€JIKOM H
T.J.), 9TO U Huzwiue AMNiota. Y HEKOTOPHIX MJICKOMMUTAIOIINX (JIETYYHE MBIIIH, MOP-
CKH€ CBUHKHM) BO3HHMKAET, KaK Y PENTUIUHN, ME30/IepPMaIbHBIA MEIIOUeK; y IPYTHuX,
KaK y TITHUII, BOEPEN OT TE€H3EHOBCKOTO y3€JIKa PACTET TUIOTHBIN XOPpAaIbHBIA BRIPOCT
0€3 MoJI0CTH BHYTPH.

Bo3HUKHOBEHHE MOJIOCKH, KaK W y Apyrux Amniota, 3HameHyeT co0oit dop-
MHUpPOBaHUE MPOJIOJIBLHON OMarepanbHOM ocH 3apobiiia. JlanbHeiiiee pa3BUTHE MO-
JIOCKU CBSI3aHO C BO3HMKHOBEHHEM T'€H3E€HOBCKOIO y3eJKa, MHTpeccueil Marepuana
HHTOJIEPMBI U ME30/IepMbI U (POPMHUPOBAHUEM KOMILIEKCA OCEBBIX 3a4aTKOB, THUIIAY-
HBIX JUISl BCEX MMO3BOHOYHBIX.

ComnocTaBiieHre KapT MPE3YMITUBHBIX 3a4aTKOB Y BBICIIUX MJIEKOMUTAIOIIUX
Y TITUI] BBISBJISIET OOJIBIIOE CXOJICTBO B TOMOrpauu MPEe3yMITUBHBIX 3a4aTKOB.

BpIsICHEHO, YTO T€H3€HOBCKUN Y3€JIOK 3apOJbIIIECH MIICKOMUTAOIINX SIBIACTCS
TEeM o4arom, rjae GopMupyercs JeBO-paBasi JUCCUMMETPHS BUCIIEPATLHBIX OPTaHOB
(TIposIBISIFOIIASICSI B PACTIONIOKEHUH CEpIa CeBa, IEYSHH crpaBa u T. 1.). ['eH3e-
HOBCKHUH Y3€JOK MMeeT (OpMy SMKH, a BHICTUJIAIONINE €ro KJICTKH HEeCyT Ha cebe
PECHUYKU 0COO0ro TUma (MOHOIMJIMH), KOTOPbIE B MPOTHUBOIOIOKHOCTh OOBIYHBIM
pPECHHUYKAM COBEPIIAIOT HE KauyaTellbHbIC, a BpallaTelbHbIC TBUKECHHS. Y 0C00ei C
HOPMAJIBHOM JIEBO-TIPABOW JUCCUMMETPUEN PECHUYKHU BpAIIAIOTCA MO YaCOBOU
CTpeJiKe (€CIM CMOTPETh CBEPXY). DTH PECHUYKHU CO3AAIOT TOK >KHUJIKOCTH, OMBIBAIO-
€W T€H3E€HOBCKHUM Y3€JIO0K, HAIPABJIEHHBIA K JIEBOM CTOPOHE 3apOJbIlIa — UMEHHO
HaIpaBJIECHUE ITOTO MOTOKA U OMpEesieT AUCCUMMETPHIO. Eciii MOTOK OTCYTCTBYET,
TO «JIEBO-TIPABBIE» U «IIPABO-JIEBBIC» 3aPOJIBIIIMA BCTPEUAIOTCS B PABHOM IMPOIICHTE
CJIy4aeB, a €ClIi CO3/IaTh MCKYCCTBEHHBIN MOTOK K MPaBOW CTOPOHE 3apOjIbIIia, BO3-
HUKaeT situs inversus (cep/iie crpaa, eYeHb CIIeBa).

Kak n y nTun, nepBuyHas MojaocKka MICKONMUTAIOMMNX JAET HAYAIO HE TOJIBKO
3apOABILIEBOM, HO U 8HE3ApPOObIULEGOL Me300epMe, KOTOPasl BBICEISETCS U3 3aJHel
YacTH MOJIOCKH (Ha3bIBAEMOM TaKXKe MPOKCHUMAJbHBIM 3MHOJAacTOM). Y MIEKONUTa-
IOIUX UMEHHO M3 HETO Pa3BUBAIOTCS TIEPBUYHBIC 2OHOYUMbL, TIPUUYEM IS OTOTO Tpe-
OyeTcst MHIYKIIHUS CO CTOPOHBI MTPUMBIKAIONINX K HUM KIIETOK Tpodobiacra.

OCHOBHas K€ 4acTh KJIETOK BHE3apOJIBIIIEBOI Me30/IepMbl TPOHUKAET B MPO-
CTPAHCTBO M@Ky CTEHKOMW >KEIITOYHOTO Melika u TpodobdiactoM. Y mpruMaTOB aHa-
JoTUYHAs 3aKiagka GopMHUpYETCs elié paHbllle — OJHOBPEMEHHO ¢ TpodobiaacToMm u
HE3aBHCHUMO OT ellé He 000COOUBILIETOCs K 3TOMY BPEMEHH 3apOJIbIIIEBOTO MHTKa. B
Macce BHE3apO/IbIIIEBON ME30/IepPMbI BO3HUKAIOT JIAKYHBI, KOTOPBIE 3aTEM CITMBAIOTCS
MEXTy Co00M, 00pasys MONOCTh 6He3apPobIULe6020 Yeroma (CM. puc. 74, 75).
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Puc. 74. CooTHoIIEHUE 3apOABIIIICBHIX M BHE3APOABIIICBBIX YACTCH Y Pa3IMIHBIX MICKOTUTAOIINX

(mo: banuuckwid, 1975): A — 3emiepoiiku, b — neryueii mpiiu, B — dyenoseka (B), I — MbIig. aMH.IT

— aMHHOTUYECKAs TIOJIOCTh; AT — aJUTAHTOWC; KM — KEJITOYHBIN MEIIOK; BH.M3 — BHE3apOAbIIIICBas
MEe30JIepMa; 311 — FIK301EJIOM

B Ttpodobnacte pa3zBuBalOTCSI K 3TOMY BPEMEHH MHOTOYUCIEHHBIE BBIPOCTHI —
nepeuunble 80OPCUHKU, B KOTOPBIE 3aT€M BpPACTAIOT KJIETKH BHE3aPOJBIIIEBONA ME30-
JepMbl (ME3eHXUMBI), 00pa3ysi TaM KpOBEHOCHBIE cocybl. Bopcunku Tpodobiacta ¢
BPOCIIMMH B HUX KPOBEHOCHBIMHU COCYJIaMU Ha3bIBAIOTCS 8MMOPUUHBIMU BOPCUHKAMU,
a caM Tpo(ho0IaCT ¢ BTOPHYHBIMH BOPCHHKAMU — XopuoHom (Ha3BaHUE, aHATIOTHYHOE
Ha3BaHMIO 3aIUTHON 000JI0YKU SMOpPHOHA HAaceKOMBIX, — (puc. 75).

Puc. 75. Cxemarnueckoe n300paxxeHue 3apoaplia MICKOTUTAIOMIETO ¢ YMOPUOHATIBLHOM TUTAIICH-
toit (mo: bamuuckwuit, 1975): ann — anmaHToMC; aMH — aMHUOTHYECKas 000JI0UKa; aMH.IT — AMHHUOTH-
YecKasl TI0JIOCTh; KM — XKEJITOUHBIH MEIIOK; X — XOPHOH; B — BOPCHHKH XOPHOHA; BH.M3 — BHE3apo-
JBIIIEBAsT ME30/IepMa; 311 — IK30IIEJIOM
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Heckonbko mo3ke y 3apoplieil pa3BuBaeTcs 00pa3oBaHue, CXOIHOE C allaH-
TOMCOM; MHOTJIa €0 Ha3bIBAIOT amianmoudnou Hoxckou (puc. 75). OHa mocTpoeHa
UCKITIOYUTENIFHO M3 BHE3aPO/IbIIIEBON ME30J€pPMbI U OOraTa KPOBEHOCHBIMH COCYAa-
MU, MOJPACTAIOUIIMH U3HYTPH K BOPCUHKAM XOPHOHA.

W BTOpHYHBIE BOPCUHKH XOPUOHA, M aJUIAHTOUIHAS HOXKKA MPEJCTABISIOT CO-
00l BakHeHIIMEe SMOPHOHANBHBIE TTPUCTIOCOOTICHHSI, HEOOXOAUMBIE JIsi YCTaHOBJIE-
HUSL CBSI3M MEXAY KPOBEHOCHBIMH CHUCTEMAaMH IJIOJa M MaTepH. JTa CBA3b OCY-
IIECTBIIIETCS OJaro1apst UMIUTAHTAIIMK 3apObIIIA B CTEHKY MATKH.

1.2.6.3.2.1. Umnnanmayus

['naBHeias 0COOEHHOCTh PA3BUTHSA, OTKPBIBIIAS I[IUPOKUE BO3MOKHOCTH
aJanTUBHON HBOJIIOIMU MJICKOMUTAIONINX, — BO3HUKHOBEHUE UMNIAHMAYyuU U Nnid-
yenmayuu. JXUBOPOXKACHUE BOOOIE M Y MJICKOIMUTAIOMNUX B YaCTHOCTH OOCYKIa-
JIOCh B MEPBOM YaCTU HACTOSIIETO Y4eOHOro MOoCco0us. )

Hmnnanmayus obecrieynBaeT BHEIPEHNUE 3apobilia B CTeHKY MaTku. OHa xa-
paKkTepHa KaK JUII CyMYaThlX, TaK M JJIS BBICIIMX MJICKOMUTAIOMUX. B BeTBH, KOTO-
pasi IpuBeTa K BO3HUKHOBEHHMIO BBICIINX, HMIUTAHTANMS ObLIA JOMOJTHEHA MIAYeH-
mayueil, Wi (GOPMUPOBAHUEM 0COOOTO OpraHa — nlayeHmbl, BHITOTHSAIOMIETO PyHK-
A0 CHAOKEHUU 3apOJIbIlia KHCIOPOJOM M MTUTAHUEM 3a CUET MATEPHHCKOTO Opra-
Hu3ma. (Henb3st He HaMOMHUTH, BIPOYEM, YTO aHAJIOTHYHAS CTPYKTYypa BO3HHUKAET U
y HEKOTOPBIX CYMYaThIX, U JIaXKe Y KUBOPOJSIINX SIIEPHUIl, & TAKXKE Y aKysl U CKa-
TOB.)

WMrinanTaius MpouCXOAUT HA CTAJIUU Oaacmoyucmsl, KOTopas GopMHUpPYETCs
0 Mepe MPOABMKEHUS 3apObIIa MO SHUIEBOAaM B MaTKy. Y 4eIOBEKa 3apObIII MO-
najgaeT B MaTKy Ha 6-7-i J€Hb MOCJE OIJIONOTBOpEeHMs. VIMIIaHTaIus: CTAaHOBUTCS
BO3MOKHOM TOCJIe OCBOOOXKIEHUS 3apoibliia oT 000y04ku zona pellucida, kotopas
paspyliiaercs noJ JeHCTBUEM CBOETO poJia «(hepMeHTa BbUTYIIJICHUS — TPUIICUHOIIO-
n00Moi MpoTeas3bl, KOTOPYIO BhIpadaThiBatoT KieTku Tpodoobnacta. [loa naBieHuem
yBeJIMUYMBaloIIecss B 00bEMe 0JacTOIMCThl ociabiieHHas nmpoTeaszoi zona pellucida
pa3phIBaeTCs, W 3apOABIIT MPUXOAUT B HEMOCPEIACTBCHHBIM KOHTAKT C DIUTEIHEM,
BBICTHJIAIONTUM TIOJIOCTh MaTKH.

B cBoto ouepenp mpolecc MMILIAHTAIINH TOApPa3IesieTcs Ha ABE (a3bl:

a) aoee3uu v

0) unsasuu.

brnaronmaps cnenuduueckoit adeesusnocmu KAeTok TpodobOiacta U mpexkae
BCETO €T0 KJIETOK, TPAaHUYAIINUX C IMOPHUOOJIACTOM, 3aPOIBIIIT CBSI3BIBACTCS C OCITKaMU
BHEKJICTOYHOTO MaTPUKCa MHUTEINATHLHON BBICTUIIKA SHIOMETPUSI MATKH.

Uneazus 3aponpllia B CTEHKY MAaTKU MPOUCXOUT BCIICCTBUE CEKPEIIUU KIIET-
kamu Tpodobiiacta mpoTeas, KOTOPhIC pa3pylialOT U MaTPUKC U DMUTEIUN MaTKH.
ITpu sToM KiteTkH TpodobacTa HAUMHAIOT AKTUBHO NPOJU(eprpoBaTh U MTPOHUKAIOT
MEXy KJIETKaMH CTPOMBI MaTKH.

beictpopactymuit mpogobracm nuddepenuupyercss Ha aBe obnactu. Ecim
BHYTPEHHUH CJIOW, UMEHYEMBIH yumomnpogobracmom, COXpaHseT KIETOYHOE CTPO-
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€HHE, TO HAPYXKHbIA, HEMOCPEACTBEHHO KOHTAKTHUPYIOIIMKA C COCIMHUTEIIBHOW TKa-
HBIO MaTKH, XapaKTEepPU3yeTCs NEICHUSIMU Oe3 yumoKuHesa, B pe3ysibrare yero oopa-
3yeTCsl CHHIMTUAJIbHASL CTPYKTYpa, Ha3bIBaeMasi CUHMpOohooIacmom, Ui CUHYUIMU-
empogobdracmom. (Y 4eloBeKa MHBA3Hs 3apOJIbIIIa B SHIOMETPHIA MATKH MPOUCXO-
auT Ha 11-12-i pens mocie omiogotBopenus.) Tpodobiact mociae oOpa3oBaHuUs T'H-
no6JiacTa U Me30J€PMbl Ha3bIBAIOT mMpodhakmodepmoli, a I03IHee, Korjaa TPoPIKTO-
JIepMa COEJIMHAETCSI C COMAaTHYECKUM JIMCTKOM ME30/IEPMBbI, 3Ta CTPYKTypa UMEHYET-
cst xopuonom. Ilocnennuit oOpa3yet BOPCUHKH U BXOJUT B COCTaB TUIALIEHTHI.

ITnayenmayus. Ilhayenma — oprat, KOTOpPbIA (OPMUPYETCS TKAHSIMH ILI0JA U
MaTEepUHCKOTO opranm3ma. OHa OCYIIECTBISECT TPOPUIECKYIO0 (DYHKIHIO B TEPUOJ
O6epeMeHHOCTH, 00ecTieunBas M0/ MUTAHUEM U KUCIOPOIOM.

Co cropoHbl 1042 B 00pa30BaHWU IUIALEHTHI y4aCTBYET XOpUOH, KOTOPBIA
o0ecreuynBaeT B3aUMOJECHCTBUE C TKaHAMU MaTku. OH CpacTaercs C JHcenamounbim
MewKomM W C aLIAHMOUCOM, KOTOPBIA CIYKUT CBS3YIOIIMM 3BEHOM MEXAy Iula-
LEHTON U 3apOJbILIEM.

[IpoHUKHOBEHHE KJIETOK XOpHWOHA B TKAaHU SHJOMETPUS BBI3BIBAET OTBETHYIO
peakiuio. @udpo6IaCThl CTPOMBI MATKU B 00JIACTH UMIUIAHTAIIMM 3aPOJIbIIIa UHTEH-
CUBHO MPOJU(DEPUPYIOT, TOJUTIIIOUTUZUPYIOTCS M 3aMETHO YBEIIMYUBAIOTCS B pa3me-
pax, 00pa3ys SIUTETUOUIHYIO TKaHb. JTa BUJAOU3MEHEHHAs TKaHb BXOJUT B COCTAaB
MaTEepPUHCKON YacCTH IUIAIIEHTHI U BO BPEMs POJIOB BMECTE C 3apPOJIbIIIEBBIMH 000JI0Y-
KaMU (TaKk Ha3bIBAEMBIM nOCl1edoM) OTTOpraercs oT mMaTku. [loaTomy e€ Ha3bIBaIOT
OeyudyanvHol TKaHblo. JlenuayanbHas peakius, B pe3yiabTaTe KOTOPOH BO3HHMKAIOT
CHEIHATM3UPOBAHHBIE JICUUyalbHbIe KIETKH, UTPacT BAXKHYIO POJb B CO3JIaHUU
MMMYHOJIOTHYECKOr0 Oapbhepa, MpeAoTBpallalolIero B3aUMOJECHCTBUE WMMYHOIJIO-
Oy TMHOB ¥ IMMYHOITUTOB MaTepH C aHTUTEHAMH OTIIOBCKOM MPHUPOJIBI HA MTOBEPXHO-
CTH 3apojplma. BepositHo, meunayanbHas 000J0YKa TaKKe MPEMSITCTBYET MPOHMK-
HOBEHHUIO MH(DEKIUN U3 MaTEpUHCKOTO opranu3ma. Bmecte ¢ Tem nenuayanbHas pe-
aKLus HE I0IyCKAaeT HEKOHTPOJIMPYEMYIO HHBA3UIO KJIETOK TpodobiacTa.

Knaccugpuxayusa nrayenm. Y MACKONUTAIOINUX MOXHO BBIIETUTH /1Ba IJIaBHBIX
BU/IA TUTAIICHT:

- XOpUOBUMENIUHOBAS, B COCTAB KOTOPOM CO CTOPOHBI 3apOJIbIIIa BXOAAT BOP-
CUHKH C KPOBEHOCHBIMH COCYJaMH >KEJITOYHOTO MeIka (OOJBITMHCTBO CYMYaThIX);

- XOpUOANIaHMoOUuOHas, B COCTaB KOTOPOW BXOJSAT BTOPUYHBIE BOPCUHKU C
KPOBEHOCHBIMH COCYAaMH aJIJITaHTOMCA.

Y BBICHIMX MJIEKOMUTAIONIUX CHadana (YHKIHOHUPYET XOPHOBHUTEIUTMHOBAS
MJIaleHTa, a 3aTEM OHA 3aMEHSETCS] XOPUOANIAHTOUAHONU. Y HEKOTOPHIX MJIEKOIHUTA-
I0IIKX QYHKIMOHUPYIOT IJIALEHTHI 000MX TUIIOB (KPOJUK, KPOT, BEpOIION).

[InameHThl TakXe pa3iuyarloTCsl O PACHONONCEHUIO OPCUHOK HA XOPUOHE U
2/yOuHe ux NPOHUKHOBEHUS 8 CIUSUCTYIO MAMKU.

Ilo pacnonodicenuio 60pcUHOK Ha XOpUuoHe TITAUEHTHI EIATCH:

- Ha oug@ysHvle, y KOTOPBIX BOPCUHKU pacCHpeleleHbl paBHOMEPHO IO BCe
MMOBEPXHOCTH (CBHUHbS);

- KomuJ1ie0oHHble, Yb1 BOPCUHKH COOpaHbl B TPYIIbI (OCTPOBKH), B CBOIO OUe-
penb, pPABHOMEPHO PACIIOJIOKEHHBIE IO BCEH MOBEPXHOCTH XOPHUOHA (JKBAUHEIE);
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- 30HapHble WIN NOACKOBble, BOPCHHKU KOTOPBIX PACIoyiararoTcsl MOSACKOM Ha
XOpUOHE (XUIITHBIC);

- OUCKOBUOHbIE — C PACTIONIOKEHUEM BOPCHHOK B BHJEC OJHOTO (TPHI3YHBI) WIH
IBYX JTHCKOB (6uOUCKOBUOHbIC) HA TTOIIOCAX XOPHOHA (IPUMATHI).

Ilo enybune npoHUKHOBeHUS BOPCUHOK B CIIM3UCTYIO MAaTKH TIJIAIlEHThI ObIBAIOT
(puc. 76):

- NUMENUOXOPUATbHble — DIUTEITUH BOPCUHOK KOHTAaKTHPYET C AIUTEIHEM
MaTKH, He pa3pymias ero (auddy3Has rianeHTa CBUHbN);

- 0ecMOXOopuaibHble — BOPCUHKH B MECTE€ KOHTAKTa pa3pyIlIaloT SUTENINN CITH-
3UCTOM M BHEJIPAIOTCS B €€ COCIMHUTEIIBHOTKAHHBIN CJIOW, HE JOCTUTas, OJHAKO, CO-
CYZIOB CIIM3UCTOM (KomunedoHHas NIALECHTA )KBAaYHbIX );

- 9HOOMENUOXOpUAIbHble — BOPCUHKH XOPHUOHA MPOHHUKAIOT Yepe3 COCAMHH-
TEeTLHOTKAHHBIN CJIOW IO SHIOTEMAIbHBIX CTCHOK COCYIOB (30HApHBIC IUIAICHTHI
XUIIHBIX);

- 2eMoxXopuaibHblie — SHIOTEIUNA COCYJIOB CIM3UCTON pa3pylIaeTcsi, U BOPCUH-
KM XOpPHUOHA TOTPY>KEHBI B JIAKYHBI, 3aMIOJIHEHHbIE KPOBBbIO MaTepu (JIMCKOBHIHAS
J1arieHTa MpyuMaroB).

Puc. 76. Tumer ranenT (mo: Tokun, 1977): A — snutenuoxopuaibHast, b — coeTMHUTETPHOTKAHHAS
xopuanbHas; B — sHnotenuoxopuanpHas; I' — remoxopuanbHas. 1 — snurenuii XopuoHa; 2 — amuTe-
JIUWA CTEHKH MATKW; 3 — COeAMHUTEIbHAS TKaHb BOPCUHKH XOpUOHA; 4 — COeIMHUTEbHAs TKaHb
CTEHKH MATKH; 5 — KPOBEHOCHBIE COCY/Ibl BOPCHHOK XOPHOHA; 6 — KDOBEHOCHBIE COCY/Ibl CTEHKHU
MaTKH; 7 — MaTEPUHCKAast KPOBb
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Honusmbpuonus y mnexonumarowux. MOHO3UTOTHBIE OJIM3HEIBI BO3HUKAIOT
myTEM pa3iesieHus] paHHUX 0JIACTOMEPOB WM MTyTEM pa3fiesieHus KJIETOK BHYTPEHHE!
KJICTOYHOW MacChl BHYTPH OJHOW OacTONMCTHI. Y deroBeka 3To ciydaercs B 0,25 %
ciydaeB poxaeHuid. [Ipu 3tom 33 % WIACHTHYHBIX JTBOCH UMEIOT JBa IMOJIHBIX pa3-
JCIIBHBIX XOpHOHA. DTO MOKAa3bIBAET, YTO Pa3AeiCHUE 3apObIIa MPOU30IILIO A0 00-
pasoBanus Tpodobiacta — A0 5-ro JHSA SMOPHUOHAIBLHOrO pasBuTHs (puc. 77).
OcTtanbHbIe UIEHTHUYHBIC OJM3HEIBI UMEIOT OOIINII XOPUOH, YTO YKa3hbIBaeT Ha pas-
aeneHue nocie odpazoanus Tpodoodiaacta. K 9-my nuio ¢popmupyercs amuuoH. Ec-
T pa3AesieHue MPOU30ILI0 MEXIY 5-M B 9-M IHSAMHU — MOcie 00pa30BaHUs XOpUOHA
1 10 00pa30BaHUs aMHHOHA, TO Y OJM3HEIIOB Oy/IeT OO XOPHUOH, HO pa3eibHbIC
aMHHOHBI. Tak cimyyaeTcs y 2/3 WAESHTHUHBIX OJNM3HENOB. Y HEOOJBIIOTO MPOIIEHTa
UJICHTUYHBIX ABOEH (5%) ObIBaeT OJIMH XOPUOH W OONIMN aMHUOH. JTO CBUACTENb-
CTBYET O TOM, YTO pa3JieJeHHe MPOHU30LLIO mocie 9-ro aHs. Takue sMOpUOHBI TIpU
HETIOJIHOM Pa3/IeJICHUU 3apOJIBIIIEBOrO IUTKA MOTYT JlaBaTh pa3iUYHbIe BapUaHTHI
CPOCIIMXCS «CHAMCKUX OJIM3HELOBY.

Bo3HUKHOBEHNE OTHOSHIEBBIX OJIM3HELIOB BOZMOXHO Oaroiapsi sSIBICHHUIO Tak
Ha3bIBAEMOW SMOPHOHATILHOM PEryJIsliuU, KOTOpoe OyIeT paCCMOTp?HO B 2.1.10.

Puc. 77. PazButue ogHOSIMIIEBBIX OJM3HEIIOB YEIOBEKA M OTHOIIEHUS UX C 3apOIBIIIEBBIMUA 000-
noukamu (o: ['mnGepr, 2010): 1 — 3apobIiI Ha CTaTuU ABYX KJIETOK; 2 — KIETKH BHYTPEHHEH Kile-
TOYHOM MacChl; 3 — aMHHUOH; 4 — KEITOYHBIA MENIOK; 5 — IBa XOpHUOHA: 6 — IBa aMHUOHA;

7 — Gnacronenb; 8 — aMHUOH (0OIITHiT)
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B 3axiroueHre 0TMETHUM, YTO B OTJIUYHE OT OOJIBIIMHCTBA APYTUX KUBOTHBIX Y
MJIEKOIIUTAOIUX HEBO3MOYKEH HU aHJIPOr€HE3, HU MApTEHOreHe3, T.€. HOPMaJIbHOE
pa3BUTHE BO3MOYKHO TOJIBKO IPU COBMECTHOM (PYHKIIMOHUPOBAHUU MATEPUHCKOIO U
OTLIOBCKOT'O TE€HOMOB B 3apojslie. [Ipu anaporeHese, Korjaa 3apo/blill pa3BUBACTCS
Ha OCHOBE JMILIOMJHOTO siipa 3UrOThl, 0OPA30BABLIETOCS U3 ABYX MYKCKHX IIpO-
HYKJIEyCOB, CaM 3apoiblll HE (OPMUPYETCS, HO YCUIIEHHO pa3BUBAETCA TKaHb IUIA-
LIEHTHI, IPUBOJAIIASL K 00pa30BaHUIO OITyXO0JIM MAaTKU. [Ipu mapTeHorenese y Mpliien
pa3BUTHE 3apO/IbIIIa MOXKET MPOAOLKAThC 10 11 cyT.

1.3. OPTAHOI'EHE3
Opeanocenes: Kax ciedyem u3z HA38aAHUSA, MO — pA36UMUE OP2AHO8.
1.3.1. O61mme 3aKOHOMEPHOCTH

WTak, uHIMBHUIyaIbHOE PA3BUTHE CAMBIX Pa3HBIX MHOTOKJIETOYHBIX KUBOTHBIX
YKJIa/IbIBACTCS B P OOIIMX CTaui, KOTOPhIE TOCIE0BATEIBHO PACCMATPUBAIIUCH B
MPEAbIIYIINX TTIaBax.

Ha ctaguu opobaenus co3naércst MHOTOKIETOYHOCT.

Ha cragum eacmpynsayuu oOpa3yroTcs 3apoiblllieBble JUCTKH — OCHOBa BCEX
oynymux nuddepeHIMpoBOK OpraHnu3Ma B MPOIECCe OHTOreHE3a.

Ha craguu wuetipyrayuu peanusyercs IUIaH CTPOEHUS OpPraHHU3Ma XOpJO0BOIrO
KUBOTHOT'O — YCTAHABJIMBAIOTCSI BCE OCU CUMMETPHH, 3apOJbIIIEBbIE TUCTKU Tudde-
PEHITUPYIOTCS B CUCTEMBI OCEBBIX CTPYKTYP, BHYTPEHHUX U HAPY>KHBIX OPTAHOB.

Bo Bpems racTpysiiuu U HEUPYJISIMKU YacTH OpraHu3Ma MepeMenialTcs, U B
X0JI€ TEePEeMEIICHUS MEXKy HUMHU MPOUCXOJIUT B3aUMOJICUCTBUE, ONIPEACIISIIONIee UX
JTaNbHEHUIIYI0 Cynb0y, — 3TOT MPOIECC MOJTYYUII Ha3BaHWE IMOPUOHAIBHOW WHIYK-
un (cM. 2.1.12).

B pesynbTaTte Bcex 3TUX COOBITHII MHOroOOpa3ue KJIETOK 3apojblliia HapacTa-
€T, a OpraHu3M oOpeTaeT CBOIO 0a30BYIO CTPYKTYpY (TU1aH CTPOCHUS).

[Ipu dopMHpOBaHWU OCEBBIX CTPYKTYp 9kmodepma nuddepeHipyeTcs Ha
NOKPOBHYI0 U HelipodKmodepmy, B KOTOPOH, B CBOIO OY€pelb, BBIICISIOTCS TOJTOBHOM
Y CIIUHHOM OTJeNbl Oy IyIIeH IeHTPaIbHOW HEPBHOW CUCTEMBI.

B mporecce HEHpYIISIUN Me300epma NETUTC Ha ocesyro (Xopaa, COMUTBI) U
Me30JIepMy 0O0KO08bIX naacmuHox (CIUIAHXHOTOM), MOAPA3ACIAIONIYIOCS Ha 6ucye-
PaTbHBIU U NAPUEmMAanlbHblll TUCTKU.

B sumoodepme oOpasyercst MOJOCTh KHUILIKH, 3aKJIabIBAIOTCS POT U aHAJILHOE
OTBEpCTHUE, JIETKUE, NEUCHb, MUILEBAPUTEIIBHBIC KeJe3bl, (OPMUPYETCS MOYKa XBO-
cTa.

Takum oOpa3om, pa3BUTHE BCTYNAET B nepuood hopmuposanus op2anos — op-
2aHO2eHes.

Bcé MHOTOOOpa3ne 00pa3yromuxcs B OHTOT€HE3€ CTPYKTYP JOCTUTAETCS KOM-
OWHaIMENR CITOCOOHOCTEN KIIETOK:

- K IBUKCHUIO,
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- U3MEHEHUIO (POPMBI;

- npoaudepaium;

- mudpepeHnraibHON aKTUBHOCTH FE€HOB.

To ecTb 17151 HOPMAJIBLHOTO PAa3BUTHS HYKHO, YTOOBI KIETKU

1) B HEOOXOAUMOM Koutecmse OKa3aauch B HYKHOM mecme,

2) IPUHSIN HYXKHYIO ¢hopmy 1

3) OBUIH CnOCOOHBI BOCNPUHUMAMD CUSHATILL, OOMEHUBAMBCS UMU U OMBEYANb
HA HUX.

B sToMm Kki1t04e MOTYT OBITh BOCTIPUHSITBHI U UHTEPIPETUPOBAHBI CAMO Pa3BUTHE
3apoJiblllia U CaMOOpraHU3aIus TPy KIETOK in Vitro Mpu Jie3arperauy yactei op-
rauu3ma. [Ipu 3ToM HOcHUTENsIMU MHGOPMAIIUU MOTYT OBITH CIA0bIE AIEKTPUUECKHE
TOKH (AMCTaHTHBIA OECKOHTAKTHBIA 0OMEH MH(pOpMAaIUeil), HeOpraHUUYEeCKHE HOHBI U
Ja’ke OTHOCUTEIIbHO KPYITHBIE MOJICKYJIbI, IIEPEXOISIINE U3 KIETKU KIETKY.

Knemounvie osusicenus. Ha pa3zHbIX 3Tamax sMOpHOTreHe3a OTACNIbHbIC KIETKH,
IpyNIbl KJIETOK U LENble KJIETOYHBIE IJIACThl JBUKYTCSA U3 OJHOM 4acTu 3apojiblilia B
APYTYIO — ¥ HAa OYEHb KOPOTKUE, U HA 0OJbIINe paccTossHUA. OTAeNbHbIE KIETKH MU-
IpUPYIOT IyTeM aM&OOUTHOro IBMXKEHMs. BO Bpemsi Takoll MUTpaluu BCE KIETKH
BBITJISIAT KaK ME3EHXUMHbBIE HE3aBHCUMO OT TOTO, U3 KaKOr'0 3apOJbILIEBOrO JIUCTKA
oHM mpoucxodsaT. [IpuMepamu Murpamuu OTACIBHBIX KJIETOK B 3aKJIaJKaX MOTYT
CIIy>)KUTb KJIETKM HEPBHOTO IpeOHs (3KTOJEpMa), KJIETKU — IMPOU3BOJIHBIE COMUTHOM
Me30IepMbI, IEPBUYHBIC TIOJIOBBIE KJIETKH, MUTPUPYIOIINE U3 DHTOJEPMBI B TIOJIOBYIO
Kenesy, U Jap.

Knemounas eubens. Kaxercsa mapalokcoM, HO JIECTPYKTHUBHBIE IMPOILECCHI U
Jake THOEeNb KIETOK UTPA0T OYeHb BAKHYIO POJIb B pa3BUTHH opraHuzMa. Ha MHo-
TUX dTarax oHa He0OXOoJuMa — B XOJI€ Pa3BUTHUA NajbleB (puc. 77), pe3opOIu XBO-
cta rnpu Meramopdo3e 0ecxBOCThIX aMmpuoOuii u T. 1. [Iporecc FTOT reHeTUuyecKu Je-
TEPMHHHUPOBAH U pEryjiupyeTcs pasHbIMU QakTopamu. Hampumep, MroiaepoBbl mpo-
TOKM Yy CaMIIOB PErpeccCUpPYIOT IMOJ| BIUSHUEM CEKpeTa MY)KCKUX T'OHaJ, TOIr/a Kak
pacrojoKEeHHbIE PSIIOM MYXCKHE IPOTOKH MPOJIOJIKAIOT pa3BUBaThCA. [ nbenp kie-
TOK MEX]y MaJblIaMH B 3aKJIaJKE KOHEUHOCTH MOXKET OBITh IPEOTBPALEHA, €CIIH J10
OTIpe/IeNIEHHON CTaJNU Pa3BUTUSI KOHEUHOCTH 3TU KJIETKU SKCIUIAHTUPOBATh B JIPYroe
MECTO; Ha ONPENENEHHON CTaAUM PAa3BUTHS KOHEYHOCTHU Iepecaka KIETOK MEXITY
najbllaMU HE IPEJOTBpAIIAET UX allONTO3a U PE3OPOLIHH.

SO T o

Puc. 78. AnonTo3 B MeXIanbLEeBbIX 00JIACTIX 3a4aTKa PyKH 3apojbliia yenoBeka (mo: Muller,

Hassel, 1999): A — craaust 10MaTOYKH; TEMHBIM I[BETOM BBIZAEICHBI O0JIACTH, T/I€ MPOUCXOIUT
anonTo3; b — ctaaus o6ocobaeHns nanbIeB
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OnTOTEHEe3 OCYIIECTBISIETCS B PEKUME 0053aTEIIbHBIX KOJTMYECTBEHHBIX H3Me-
HEHUM, AUaNa30H KOTOPBIX Ype3BbIYaiiHO BeJUK — OT 0,15 MM (IuameTp SHUIEKIETKH
miekonuTaromux) 10 100 T (Macca B3pociaoro Kura). DT U3MEHEHUS MPOUCXOIAT 32
cU€T yBEJIMYEHUS KIETOYHOU Macchl U runepTpodun camux kietok. dakrop kieTou-
HOM Macchl, BO3MOKHO, ChITpajl PEMIAIOLIYIO POJIb B CO3JaHUN CaMOI'0 OHTOTEHE3a, a
3aTeM M €ro YCIOKHEHUS (CM. HIKE).

Ha TkaHeBOM ypoOBHE H3BECTHBI POCTOBbIE (DAKTOPHI — CTUMYJSITOPHI POCTa
(dakTops! pocta HhuOpPoOIACTOB, KOCTH, SMUAEPMICA, HEPBOB U T.J.) U €r0 WHTUOU-
TOPBL.

1.3.2. Mopdorenernyeckue npouecchbl B Xo/1e OpraHoreHe3a

CrienuuiupoBaHHbIE arperaThl KIETOK 3apO/IbIIIa YaCTO HAa3bIBAIOT TKAHSIMHU.
OpnHako ¢ TOYKM 3pEHUS TMCTOJIOTMH KaK TaKOBOM TKaHb — IIOHATHE NPEXKIE BCETO
¢yskuoHansHoe. [lockobKy B X0/1€ SMOpHOreHe3a 3TH KJIETOYHBIE arperaThl, Jaxe
XOpoLo MOP(}OIOrHUECKH pa3INyalolIUecs, CTPOTO TOBOPS, @yHKyuu drcuzneobec-
nevenust He 8bINOJHAIOM, UMEHOBAaTh UX TKAaHAMM CIIEIYET AJOCTATOYHO yCJIOBHO. X
CXOJICTBO C HICTUHHBIMU TKaHSIMU MIPEXIIE BCETO Mopghosiocuneckoe.

Mopgozenemuueckue npoueccol ¢ I3numenuu. Y CIOBHO MPOLIECCHI, HAOIIO-
JaeMble B KJIETKaX 3MHUIEPMAIbHBIX MUTEIUEB U yUYaCTBYIOUIUE B 00pa30BaHUU Op-
raHOB, MOYKHO Pa3/IeNIuTh Ha CJIEIYIOLIUE TUIIbI:

1. Mecmnuvle ymonwenus snumenus. Hapumep, npu GopMUpPOBaHUM HEPBHOU
IJIACTUHKU SIUTEINI YTONIAETCA B 001acTH €€ npe3yMnmueHo20 pactosioKeHHs — B
JNOPCAIIBHOW YacCTH 3apOAbIlId. AHAIOTUYHBIA ITPOLIECC MPOUCXOAUT B MECTAX Iap-
HbIX U MHOKECTBEHHBIX 3aKJIaJJIOK — B MECTax 0Opa3OBaHUs XPYCTAIMKOB, OOOHS-
TEJIbHBIX IJIAKOJ, CIIyXOBBIX MY3bIPHKOB U B 3aKJIaJKaX BOJOCAHBIX (OJUIMKYIOB. Ya-
CTO 3a JIOKAJIbHBIM YTOJIIIEHUEM KIETOYHBIX CIOEB CIEAYET UX PACIIECIIICHUE.

2. Pazoenenue snumenuanvHolx cioés. Mexmay caosiMd KJIETOK HUJIH B UX CKOII-
JIEHUSIX MOTYT BO3HUKHYTh Pa3bEMBI-IIEIHA, TEM CAMBIM Pa3lieiisis UX Ha CJIOU. JTU
IIEJIM MOTYT TOSIBIIATHCS KaK JIOKAJbHO, TAaK U OOpa30BBIBATHCS MapauIeIbHO BCE
IIOBEPXHOCTH 3apojplma. J[amee Takas I1esIb MOKET PACIIUPATHCA 32 CYET CEKPELMH
TyJla )KUAKOCTHU, MPEBPALIasiCh B 00bEMHYIO MOJIOCTh. Tak MPOUCXOAUT MPH pasjee-
HUU JIaTEPAIbHON ME30JIepMbI Ha BUCLIEPATBHBIN M TTAPUETAbHBIN JUCTKUA U 00pa3o-
BaHMM BTOPUYHOM MOJOCTH Tena. Pa3bEéMbl, BOZHHMKAIOIIME MEPHEHAUKYISIPHO OCH
Tesa, HaOMI0AA0TCS MPY pa3/ieNIeHUH 0CEBOM Me30epMbl Ha cOMUTHI. [Ipu 3TOM 00-
pa3yloTCs CXOAHbIE IO pa3MepaM U Macce OTAEIbHOCTH.

3. Obpa3zosanue ck1adoKk — c8OpavUBanUe dINUMENUATbHBIX cloes. KIeTouHbII
CJIOM MOKET CBOpAuYMBATHCS JMHEWHO, 00paszys OOpo3/bl, WM TOYEUHO, B BHUJC
OKPYIJIBIX BISYMBAHUM, 00pa3ys KapMaHbl. DTH SIBJICHUS CBOMCTBEHHBI MHOTHUM
MopdoreneTnyeckuM mporeccaMm. BBopaunBaromiasicsi HepBHas IJIaCTMHKA MpeBpa-
niaercs B kea000k wiu 6opo3aky. Kpas yrimyOnsromelics U cBopaunBaroeics: He-
PBHOI OOpPO3JIKM CITUBAIOTCS, U OOPO3/Ka MPEBPAIAETCS B MOJIYI0 HEPBHYIO TPYOKY.
3neck popMooOpa3oBaTeIbHOE ABHKEHUE IIACTa COMPOBOKIACTCS U3MEHEHUEM ajl-
Ie3UBHOCTH €ro KpaeBbIX KJeTok. KapmanooOpa3Hoe BISUMBAHME, TAK)KE HaIlpaB-
JIEHHOE BHYTPb OT 3MMTEJINAIBHOTO CJIOSl, MOXKET COIPOBOKIATHCS CMBIKAHUEM Kpa-
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€B KapMaHa ¢ 00pa30BaHUEM IOJIOTO My3bIPhKa U OTJEICHUEM €ro OT dmuTenus. Tak
BO3HUKAIOT CIIYXOBOW MYy3bIPEK, XPYCTAIUK, OOJBIINHCTBO KeNE3 (ITOT Mpoliecc Je-
KUT U B OCHOBE JIBIDKCHHUI WHBArWHAIIMH TIPU TaCTPYJISALINH).

4. YVmonwenus KiemouHvlx C10€8, COMPOBOXKIaeMbIE BBIIIIYMBAHUEM U 00pa-
30BaHHEM TPYOOK U My3bIpbkoB. Hampumep, y MUKCUH LIEHTpaJIbHAsl HEPBHAS CUCTE-
Ma 3aKJIaJbIBaeTCs KaK IUIOTHBINA TSDK, BHYTPU KOTOpPOro hopmupyercs mosiocts. O6-
pasyroluecs TakuM CIocoOOM BBIPOCTBI — OTPOCTKH XOpPHOHA, kKaOpbl ampuouil —
MOTYT BO3HHMKAaTh IyTéM W3MEHEHUs (OpMbI KIETOK, UX KOHICHTPAINH
¥ Pa3MHOKCHUSI.

5. Cmewenue macc xnemox. IIpoucxoauT, Hampumep, NPH CIUSHUU KpaéB
HEPBHOTO >KeJI00Ka; pacTylnue KammUIsPhl CIIMBAIOTCS, OTKPHIBAS MIYTH ITUPKYJISIHHA
KpPOBH.

6. dezunmespayus snumenuanbHulx clioes ¢ 00pazosanuem mezeHxumvl. Takum
nyTéM 00pa3yroTcsl MENYJUISIPHBIN IpeOeHb, 3aKJIagku OYyIylIero CKejieTa, MbIIIII,
JIEpMBbI KOXKU U3 COMHUTA;, U3 BUCIIEPATBLHOTO JIMCTKA ME30JEPMbl BOZHUKAIOT KIIETKH
ME3EHXHUMBbI, U3 KOTOPBIX Pa3BUBACTCS MYCKYJaTypa KUIIICYHUKA.

Mopgozenemuueckue npoueccel 6 me3zenxume. ITU TPOLECCH MOXKHO
YCIIOBHO MOJIPa3/IETUTh Ha ClIeytonue GOopMbl:

1. Aepecayus (0ObenuHEHHE) KICTOK. XapakTepHa it Iud(GepeHIIUpOBKU
Xpslia, KOCTH, MBIIIIII.

2. Ckonnenue KIETOK ME3EHXHUMBI 8OKpY2 HeMe3eHXUMHblx cmpykmyp. Hanpu-
Mep, 3TO TPOUCXOIUT TIPH 00Pa30BaHUU CIYXOBOTO IMy3bIPbKa — M3 ME3CHXUMBI 00-
pasyeTcs cayxoBas Karcysa; mpu (GOpMUPOBAHUH TJIa3a ME3€HXMMa BOKPYT TJIa3HOTO
Ookasa mpeBpalaeTcsi B CKIEPY U COCYJIUCTYIO 000JIOUKY; MPU 00Opa30BaHUU TOYEK,
MEYEHU, CEJIE3EHKU TaK Pa3BUBAIOTCS X (PUOPO3HBIE KATICYJIbI.

3. Obpa3zosanue snumenues uz mezenxumvl. MHOTHE MOpP(HOTEHE3b HAUMHAIOT-
CSl M KaKOe-TO BpeMsi 00ECIeYMBAIOTCS ME3CHXMMHBIMU KIJIETKaMH, a MO3/JIHEe, TpH
dbopmupoBaHuu JeHUHUTUBHBIX CTPYKTYP, ME3CHXUMHBIC 3aKJIaIKU TpaHCHOpMU-
PYIOTCS B dnIMTeNUanbHble. Hanpumep, nepBuyHas mojocka — nepBu4Has 60po3aKa y
Amniota, nuddepeHrpoBKa COMUTOB, OOKOBOM ME30AePMbl; SHIOTEIHNA COCYI0B —
MIPU 3TOM €r0 KJIETKH COXPAHSIOT CIOCOOHOCTH K (haromuTosy.

4. Jlecenepayus. Muorue Mmop(oreHe3bl COBEPIIAIOTCS MyTEM T€HETUUECKH JIe-
TEPMUHUPOBAHHOM THOEH KIIETOK (aronTo3a).

5. Cnocobonocms K mucpayuu u usbupamenbHas aod2e3U8HOCMb KIEmOK.

[IpakTrueckn HET MOpQOTeHe30B, IAe Obl HM YJaCTBOBAIM BEIIECTBA KIIETOY-
HOU a/ire3wu, aare3uy ¢ CyocTpaToM W MHUTPAITHs.

Ecnu ¢popMupoBanue HeHTpabHOW HEPBHOM CUCTEMbI TO3BOHOYHBIX B IEPHO]T
HEUPYJSILUU CBSA3aHO, KAK MbI BUJIEIH, C MOP(OJOTHYECKUMHU MEPECTPOIIKaMU, OXBa-
THIBAIOLIMMHU IIOYTH BECh 3apOABIII, TO NAJBHEUIINE OPTraHOI€HE3bl MPEACTABIISIOT
co0oif GoJiee MECTHbIE MPOLECCHl. 3apObIlI MOCTENEHHO pa30uBaeTCs HAa OTHOCH-
TEJIBHO HE3aBUCHUMO Pa3BUBAIOIIUECS CUCTEMBI, KOTOPBIE U MPEBPALLAIOTCS B OPTaHbI
WJIA YaCTH Tea.
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[TonpoGHOE omucaHue OPraHOTE€HE30B COCTABISIET COAEPKAHHUE YACHMHOU IM-
opuonocuu. Mbl KOCHEMCS JIMIIIb HEKOTOPBIX OOIIKUX 3aKOHOMEPHOCTEHN 3TUX MpoIlec-
COB.

Pa3BuTue opraHoB OyJIeT pacCMOTPEHO B MOPSJIKE MX MPEUMYIIECTBEHHOMN
NPUHAJICKHOCTH K OJHOMY U3 3apOJIbIIIEBBIX JUCTKOB. [lomuepkuém, 4uto 0O0ib-
IMIMHCTBO OPTaHOB JMOO HEMOCPEICTBEHHO (OPMHUPYETCS U3 MPOU3BOJHBIX JIBYX 3a-
POJIBIIEBBIX JINCTKOB, MO0 MO MEpPE CBOETO Pa3BUTHs BCTYIAET C MPOU3BOIHBIMU
IpYroro JUCTKa B WHAYKIHOHHBIE B3auMojedcTBud. Ho mpu 3ToM moyTH Bcerna
MOKHO yKa3aTh Ha 3apOJAbIIIEBbIN JINCTOK, UTPAIOIINIA OCHOBHYIO pOJib NpU (HOpMHU-
POBaHUM JAHHOTO OPraHa.

[TockonbKy OpraHOre€He3bl B pa3HbIX Ipynnax >KUBOTHBIX OECKOHEYHO pa3HO-
00pa3Hbl, Mbl OTPAaHUYUMCS 3HAKOMCTBOM C 3TUMH MPOLECCAMU Y XOPIOBBIX.

1.3.2.1. Pa3ButTHe Mpor3BOAHBIX SHTOACPMBI
Y CBSI3aHHBIX C HUMH 3aKJ1a10K (puc.79)

Puc. 79. Cxema opraHoreHesa 3apo/Ibliieil BBICIINX MO3BOHOYHBIX (110: YoaauHrToH, 1957):
1 — "HepBHas TpyOKa, 2 — COMUT, 3 — X0opaa, 4 — KuIika, 5 — 00KOBas Me30/1epMa, 6 — IEJIOM,
7 —snuaepmuc, 8 — riaotka, 9 — xabepHsle menu, 10 — rmazHo my3bipe, 11 — ronoBHOM MO3r

Kuweunas mpyora u eé ougppepenyuposxa. IluieBapurenbHas cucteMa —
ABOJTFOITMOHHO HamOoJIee IPEBHSAS M B OHTOT'CHE3¢ BO3HUKACT OJHOW W3 TEpPBBHIX. B
Pa3HBIX TPYIITaX XOPAOBBIX KUIIEYHAS TPyOKa (HOPMHUPYETCS MTO-Pa3HOMY.

VY NaHIETHUKOB, KPYTJIOPOTHIX, XBOCTATHIX aMPUOUI 1 PENTUINI Ha Ompejie-
NEHHBIX CTAIUSAX PA3BUTHUS FaCTPOLIETh IPEICTABIIAECT COOOM UCTUHHBIN apXeHmepoH,
TaK KaK MaTepuai XOpJbl U ME€30JIePMbI HEMTOCPEICTBEHHO TPAHUYUT C TIOJIOCTHIO Ta-
CTpPOLIETIS; JIMIIb MO3Ke 3THU 3aKJIAJKH OTIEJSIOTCS OT TOJIOCTH TacTPOLeNsl HaroJ-
3aI0MINUM C BEHTPAJIBHON CTOPOHBI CIIOEM DHTOJEPMBI 1 ApXEHTEPOH MPEBPAIACTCS B
neUHUTUBHBIN KuUIIeuyHUK (puc. 80).
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Puc. 80. Pa3zButue sHTOAEpMANIbHBIX OpraHoB Triturus taeniatus oT HEHPYIIbI A0 IUIABAIOIIEH JTH-
yuHKY (10: banuuckuid, 1947): A, b, JI, U — carutransabie cpesbl; B, I' — ¢pponTansHbie cpe3bl. 1 —
HEpBHasl IJIACTHHKA; 2 — apXEHTEPOH; 3 — OJ1acTornop; 4 — MoJIOCTh MepeiHel KUIIKU; 5 — MOJI0CTh

cpeaHel KUKy, 6 — kabepHbIe KapMaHbl, 7 — HepBHas TpyOKka; 8 — xopaa; 9 — me4€HOUHBIN BbI-

poct; 10 — monocts cpeaneii kumku; 11 — rinotka; 12 — popmupyrommiics ronoBHoi Mo3r; 13 —
xenynok; 14 — meuensn; 15 — qBeHaAIaTUIIEPCTHAS KHUINKA; 16 — MOpKeTyI0uHas )Kele3a;
17 — cnuHHON MO3T

VY nrTHi, MICKOTMTAOIINX, MO-BUINMOMY, y BCEX PBIO, a Takke O0eCXBOCTBIX
aMm(puOuii CTEHKA TacTPOIIEs C CaMOro Hadajga COCTOMT M3 DHTOJECPMATBHOTO MaTe-
puaia, modTOMY 3aKJIAIKA XOPJIbl U ME30JIepPMbl HUKOT/Ia HE TPAaHUYAT C TOJIOCTHIO
KHUIIIeYHUKA. TakuMm o0pa3oM, B 3THX CIydasX racTpajibHOE BISTYMBAHUE C CaMOTO
HayaJa npeAcTaBiIsieT co00M N1eUHUTHUBHBIN KUIIICYHHK.

JanbHeiimee pazputre u AuddepeHupoBKa 1ePUHUTUBHON KUIITKA B OOIINX
YepTax CXOJIHbI y BCEX MO3BOHOYHBIX. Crienuduyeckue 0COOEHHOCTH aMHHOT, CBsI-
3aHHBIC C 3aKJIAJIKON Y HUX MEpeaHEH U 3aHEH KUIIIOK M UX TOCIEIYIOINM 00beTu-
HEeHHeM, ObUTH paccMoTpeHsbl panee (1.2.6.1).

CdopmupoBagimasicsi KulliedHasi Tpyoka MO3BOHOUYHBIX MOKET OBITh pa3/eieHa
Ha TPU OTJENA: nepeoHio, cCpedntor 1 3adntoro kutku (puc. 81). Haubonee cioxxHo
muddepennpoBana nepeaHss kKumrka. OTHOCHTEIIBHO J0JIT0e BpeMsl OHA TPECTaB-
JseT cOOOM CIIEeNol BBIPOCT, TaK KaK POTOBOE OTBEPCTHE IMPOPBIBACTCS Ha OoJjiee
MO3THUX cTamusx. J[o AToro BpeMeHHM MepeaHssl KUIIKa ycreaeT auddepeHnupo-
BaThbCsl HA TJIOTKY, 3a4aTOK JKEJyJKa M 3a4aTOK ICYCHU; TOCICIHUN BO3HUKACT U3
MEYeHOYHOTO BbIpocTa. Kpome Toro, 3a C4ET Marepuana NepeHe KUIIKA BIOCIE-
cTBUU (GopMUpYyeTCs OoJiblllass YacTh JABEHAIIATUNECPCTHOW KHUIIKA U TO-
KEITyJI0UHas JKeJe3a.
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Puc. 81. PazButne opranoB nuiieBapeHus U X MPOU3BOIHBIX Y ambuouii (mo: bamunckwuii, 1975):
A — ¢poHTanbHBIN, b — caruTTanbHbIM pa3pes 3apopliia Ha CTauu paHHEeH XBOCTOBOM MOYKH, B —
CXeMa CTPOEHUS MepeHel YacTH KUIIeYHNKa Ha OoJiee MO3IHEH CTaJiuu pa3BUTHUS (CaruTTalbHas
IPOEKLNS): IJI1 — [VIOTKA,; TJI.K. — [NIOTOYHbIE KapMaHbl; JB.K. — ABEHAALATUIIEPCTHAS KUIIKA; K —
KEITY/10K; YKEIYH.II. — )KEITYHbIN MY3bIPb; J1 — 3a4aTOK JIEFKOT0; 11 — 3a4aTOK [I€YEHHU; [1€Y.B — Ieué-
HOYHBIN BBIPOCT; IL.IIK — [OJIOCTb MEPEAHEN KUILIKH; CP. — CPEAHSS KHUIIKA; X — XOpaa

Ha 6onee no3nHUX CTagusaxX pa3BUTHs U3 BEHTPAJIbHON CTEHKHU NEepeIHel Kull-
KM 00pa3yroTcs 3a4aTku JErkux. OHU MOSBIISAIOTCS HENOCPEICTBEHHO €33/ TJIOTKH
Ha BEHTPAJIbHOI CTOPOHE MUILEBAPUTENBHOTO KaHAJIA B BUJIE MAPHBIX BBITYMBAHUM.
JlanbHeillee pa3BUTHE 3TUX 3a4aTKOB PACCMATPHUBAETCS B ATOM e TJIaBe.

XapaktepHenmas yepTa 3apojbllledl BceX MO3BOHOYHBIX — OOpa3oBaHHE B
CTEHKE TJIOTKU J#CAOEepHbIX KApMAHO8, YacTh KOTOPBIX IMPEBpAIIAETCsl B CKBO3HbBIC
arcabepuvie weau (puc. 79). Ilpu mpopsiBe jkaOSPHBIX IIEICH TOKPOBHAS 9KmModepMa
COEIUHSIETCS C BHMOoOepMot TIepeIHEN KUILKH; TaKUM 00pa3oM, kadpbl HMEIOT CMe-
LIaHHOE MTPOUCXO0XKICHHE.

VY sMbpuroroB Amniota 3akiazpiBatoTcs 4 mapbl )KaOEPHBIX KaPMAHOB, M3 KO-
TOpBIX 3 MEepeHUX Ha KOPOTKOE BpeMs MpPEeBpalIatOTCs B jKaOepHbIE 1ENH, HO BIIO-
CJIEICTBMM CHOBa 3apacTaroT. llepBas mapa kapMaHOB NPEBPALLAETCSA B €6CHIAXUEBbl
mpy0bl, COETUHSIONINE TIOJIOCTU CPEIHETO yXa C POTOBOM mojocThio. M3 apyrux xa-
OepHBIX KapMaHOB Pa3BUBAIOTCS JK€JI€3bl BHYTPEHHEH CEKpeIMH: TPEeThsl mapa Kap-
MaHOB JIa€T HA4aJio NapHOMY 3a4aTKy mumycad, YeTBEPTAsl — napawumo8uOHbIM Jice-
Jle3am; BCE AT Xkeje3bl 00pa30BaHbl MPEUMYILECTBEHHO IKMOO0EPMAIbHOU BBICTUII-
Koil. 13 sHTOAEPMBI AHA TJIOTKA B BHUJIE€ HEMAPHOTO BBIISIYMBAHUSA MEXAY - U 2-i1
#aOepHbIMU AyraMu (OPMUPYETCS WUMOBUOHAS Jicene3d.

B nmpomexyTkax Mexay >kaO0epHbIMU ILIETISIMHU 3aKIa/IbIBAIOTCS XPSIIEBbIEC Ka-
O0epHble qyru. OHU CTPOSITCSA U3 MEPEMECTUBIIUXCS CIOJIa KIETOK HEPBHOTO I'peOHs
(7Ta 3aknanka onucaHa HUKe). UeM BbIllle OpraHu3aIlys MO3BOHOYHOTO, TEM MEHBIIIE
YHCIIO KAaOEpPHBIX AYT, KOTOPbIE B XOJ€ Pa3BUTHUS MOJBEPTalOTC MPEOOPa30OBAHUSIM.
VY KpyriaopoThiX U IJIACTUHYATOKA0CPHBIX PBIO 3aKIabIBAIOTCS 7 Map AyT, y IPYrux
rpynn peid — 5. Jlanee xpsiu nepBoil mapsl NpeBpaIiaTcs y peld B uenrocmmusbie 0y-
2u, BTOPOH — B no0vA3bIuHyo Oy2y. Y Ha3eMHbBIX TIO3BOHOYHBIX 3a CUET XpsIIeH mep-
BBIX JIBYX Map BO3HUKAIOT, KPOME TOTO, Ciyxosvie kocmouku (cM. HUKe). 3a Cuér
OCTAJIbHBIX YT Y BBICHIMX MMO3BOHOYHBIX (POPMUPYIOTCS XpsAlu mpaxeti. Kpome To-
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ro, KJIETKH JOPCAIBHBIX KOHIIOB ’Ka0EpHBIX AYT y4acTBYIOT B 0Opa30BaHHWH TOJIOB-
HBIX HEPBHBIX FAHTJIMEB.

PoToBoe BrstumBaHME (cmomoodeym) — TaKKe MPOU3BOJHOE IKTOAEpPMBI. OHO
MOSIBJISICTCS] Y TO3BOHOYHBIX CPABHUTEIBHO MO3AHO W BHaYaJI€ OTJAEICHO OT IOJOCTH
IJIOTKH POTOTJIOTOYHOM MeMOpaHOM, KoTopas 3areM mpopbiBaercs. Emeé no coenune-
HUS C TOJIOCTBIO TJIOTKH JOpcalibHas 4acTh croMojeyma (kapmar Pamxe) compu-
KacaeTcsl ¢ JHOM IPOMEKYTOYHOIO MO3Ta; BIOCIEACTBUU ITOT KapMaH IMOJHOCTHIO
OTIIHYPOBBIBAETCS OT POTOBOT'O BISTYMBAHUS U 00pazyeT NEPEAHION U MPOMEXKYTOU-
HYIO JIOJIU euno@usa; 3aaHss, HeWpaabHasi, J0Js rurodur3a BO3HUKACT U3 JTHA TMPO-
MEXKXYTOYHOTO MO3Ta MOJ UHAYKIIMOHHBIM BO3/ICICTBUEM KapMaHa Patke.

dopMUpOBAHUE PTAa U POTOBOW IOJOCTH, BAPBUPYS Y PA3HBIX MO3BOHOYHBIX,
MPEJICTABIISIET OUYECHB CJIOXKHBIM MPOLECC, B KOTOPBIA BOBJIEKACTCS KIECTOYHBIA MaTe-
puai Bcex TpEX 3apoJIbIIIEBBIX MIACTOB. CXeMaTUYHO MOKHO IIPEACTaBUTh ceOe pas3-
BUTHE PTa U YaCTECH JIMIIEBOIO OT/C/Ia MIEKOIMUTAIONIUX TaKUM 00pa3om (puc. 82):

Puc. 82. IlocnenoBatenbHble CTa UM pa3BUTHsI JULIEBBIX YacTel 3apojsiiia cBUHbH (A—B) (mo: ba-

nuHckui, 1961): 1 — rima3Hoit my3sIpb; 2 — CIIE3HO-HOCOBAS IIEITb; 3 — OTPOCTOK BEpXHEH YETIOCTH;

4 — manauOynsipHas 1yra; 5 — rHouHas Ayra; 6 — o0oHsATenbHAas IMKa; / — Ha30JIaTepalIbHbIN OT-

POCTOK; 8 — Ha30-MeIUaANBHBIH OTPOCTOK; 9 — MemuabHO-(OPOHTANBHBIN 0TpocToK; 10 — rmasz; 11 —
A3bIK; 12 — HIDKHSAS 4entocTh; 13 — Hapy»KHOE HOCOBOE OTBEPCTHE

3y6b1 pa3BUBAIOTCS M3 OOILIETO SMUTETUATBHOTO YTONIIEHUS 3KTOJIEPMBI U U3
ME3EHXHUMBI, B KOTOPYIO 3TO yTomeHue Baaéres (puc. 83).
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Puc. 83. 3auaroxk 3yba 3apoapiia canamanapsl (mo: banunckuit, 1975): 3¢ — 3yOHOI cocouek;
P3 — pOTOBOM 3JIUTEIINIA; 30 — YMAJIEBBIA OpraH

W3 snuTennanbHOTO YTOJIIEHUS, BPACTAIOIIETO B MOJJICKAIYI0 ME3CHXUMY,
dbopmupyercst TK — 3y0Haa naacmunka. Ha e€ BHyTpeHHEH NMOBEPXHOCTH TMOSBIIS-
IOTCSI KOJIOOBUIHBIC BBEIPOCTHI, U3 KOTOPHIX BO3HHUKAIOT dMAJICBhIC OPTaHbl; HaBCTpe-
4y KaXJIOMYy M3 HUX B BUJE 3yOHOIO0 COCOYKA PAcTET ME3€HXMMa. JMaJeBbli OpraH
uMeeT (HopMy KoJmadka U MOTOMY Ha3bIBACTCS dMANe8bIM KOINauKkom. BHyTpeHHUH,
MPIICKANTUN K ME3CHXHMME CIIOM KOJMadka COCTOUT W3 IUIMHAPUYCCKUX SITUTEITHU-
aIBHBIX KJIETOK (amenobaacmos), BBIACHSIOMUX 3YOHYI0 amans. Baatomascs B sma-
JIEBBIC KOJIMIAYKA ME3CHXHMMa o0pa3yeT 3yOHBbIE COCOYKH. ME3CHXHWMHBIC KICTKH
HapY>KHBIX, MPUHAUICKANUX K SMaJIEeBbIM KOJIMAayKaM CTEHOK 3YOHBIX COCOYKOB
I depeHIUpYIOTCs, MPEBPALAsCh B APE00OHMOOIACHbl, KOTOPbIE CEKPETUPYIOT
OCHMUHOBBIUL KOJLIA2eH, OeHMUHO8ble (hochonpomeunvl, 2IUKONPOmMeuosl, BHaYaJIe
dbopmupyrome npedermut, KOTOPBIN, MHUHEPATU3YsCh, MpEBpallaeTcss B JACHTHH,
COCTaBJISIFOIINI OCHOBY 3y0a. M3 3yOHOr0 cocouka pa3BuBaercs 3yOHasi MSIKOTh, KY-
71a TI03K€e MPOPACTAIOT HEPBHI U KPOBEHOCHBIEC COCY/IBI.

O6e wyacTu 3yOHBIX 3aYaTKOB — DJIUTEIHUAIbHAS W ME3EHXMMHas —
g depeHurpyroTCs Ha OCHOBE TECHBIX B3aMMOJEUCTBHI. B anuTenuu 3yOHOTrO 3a-
JaTKa B M30JISAIIUNA OT ME3EHXUMBI HE MPOXOAAT Jake caMble paHHHUE ctaauu nudde-
PEHITMPOBKHU: B MPOTHBHOM CJIy4ae OH oporoBeBaeT u morubaer. C Apyroi CTOPOHHI,
SIUTENHH, B3ITHIN JJaXKe U3 IPYroro OTAeNAa 3apoIbiiia (HalpuMep, TOKPOBHAS IKTO-
JepMa u3 00J1acTH 3a4aTka KOHEYHOCTH), B KOHTAKTe C ME3CHXMMON 3yOHOTO 3a4aTKa
oOpa3yeT 3MalieBblii opraH. Me3eHxuMa 3yOHBIX COCOYKOB WHAYIHUPYET B DIUTCITHH
CUHTE3 DMAJICBBIX OEIKOB, a TAKKE OKAa3bIBACT HA 3a4aTOK 3yOa u Oojee olIee BO3-
JIeHCTBUE, ompeenss ero cnenuduky, — Hanpumep, GopMUpOBaHHUE U3 JAHHOTO 3a-
yaTKa KOPEHHOTOo 3y0a miu pesna. Ho, B CBOIO ouepesib, B U30ISAIUHU OT SIUTEIIHUS Me-
3eHXHMMa 3yOHOTO 3a4aTKa HE CIIOCOOHAa CHMHTE3UPOBATh JEHTUH. Takum o0pazoM, B
3auaTke 3y0a SMUTEINI U ME3eHXMMa B3aMOJICHCTBYIOT JIPYT C APYTOM.

3amedarenbHO, YTO TAKOE B3aMMOJICHCTBHUE MPOUCXOANT JIAXKe B TEX CIydasx,
KOT/Ia SMHTEIMA W ME3eHXUMa MPUHAICKAT MPEACTABUTEIAM Pa3IUIHBIX KIIACCOB.
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DKCHEepUMEHTATBHO OBLIO BBISICHEHO, YTO ME3E€HXMMAa 3yOHBIX COCOYKOB 3aPO/IbIIICH
mblwu criocoOHa uHAynupoBaTth (cMm. 2.1.12) cunTte3 sMmanu u auddepeHIupoBKy
amesI00J1acTOB JaKe B POTOBOM SIIUTEIHH KYPUHO20 3apOABIIIA, XOTs, KaK N3BECTHO,
y OTHIl 3yObl OTCYTCTBYIOT. JIaHHBIN OMBIT MPEACTaBISAET OOJBIION MHTEPEC C IBO-
JIOIMOHHON TOYKH 3PCHHUS: OH TOKA3bIBACT, YTO JBOJIOIMOHHASA yTpaTa 3yOOB B
KJIacce IMTHI[ CBSA3aHa HE C MOTepell COOTBETCTBYIOIIUX CTPYKTYPHBIX TEHOB B KJICT-
Kax pOTOBOTO JMHTEIHS, & C OTCYTCTBHEM HEOOXOJMMBIX TKAHEBBIX BO3ICHCTBHIA:
CTOWT TOJBKO TMOACAIUTh TKaHb-WHIYKTOP, KaK T€HbI aMeI00IacTOB, «IPEMAaBIIIHE)
HECKOJIbKO MUJUTHOHOB JIET, TYT K€ «IPOCHITAIOTCI» U MPUCTYIAIOT K COOTBETCTBY-
IOIM CUHTE3aM.

Mopdgponozuueckasa oughghepenyuposxka nézkux, neueHu u NOOAHCEIYOOUHOU
acenesvl. B muddepeHmmpoBke 3TUX OpraHOB HEMAJIO OOIIETO: OHA CBOAMTCS K IIO-
CJIEIOBATEILHOMY BETBJICHHIO MEPBOHAYATBHBIX 3a4aTKOB — BBICTYIOB KHIIIEYHOTO
AMUTENNS — Ha BCE 00Jiee TOHKHE BBIPOCTHI, BKIIMHUBAIOIIMECS B OKPYXKAIOIIYIO UX
Mezenxumy. Kak mopdonorudeckasi, Tak ¥ mocleayromias nuroiorndeckas nudde-
PEHIIMPOBKA 3a4aTKOB ATUX OPraHOB (Kak U Oojee MEJIKUX — CIIOHHBIX KeJE3) He-
BO3MOYKHA 0€3 B3aUMOJICUCTBUS AMUTENUS C OKPY>KAIOIIEH €r0 ME3EHXUMOM.

Mopdonornueckass nuddepeHIIMpOBKa 1€2Kk020 HAYMHACTCS C PAa3BUTUS B
KaXXJI0M €ro MoJIOBUHE TaK Ha3bIBAEMOT'0 OPOHXUAIBHOTO JPEeBa — CUCTEMBI MTOCIIEI0-
BaTEIbHO U JUXOTOMHYECKH BETBSIIMXCS CJICTBIX SMUTEIUATBHBIX BBIMSTYNBAHUN —
oponxos. Ha koHIIax OpOHXOB OOpa3yrOTCs KOHIIEBBIE A/1b8€0/bl, KOTOPHIE MO3XKE
MOIPA3ICIIAIOTCS Ha BTOPUYHBIC aTbBEOJIBI; KPOME HUX Ha CTEHKAaX MEJIKUX OpOHXOB
BO3HHMKAIOT OOKOBBIC aibBeOJIbl. OKOHUaTENbHAs MU PepeHIpOBKa aTbBE0] HACTY-
MAaeT MOCJIE 3aMOIHeHUS JETKUX BO3yXOM, T.€. YK€ MOCIIe POXKICHUS.

3a4aTok newenu — HEMAPHBIN MMEUCHOYHBINH BBIPOCT — IMOAPA3ACIACTCS Ha JBE
YacTH: MepeHee BhINITYMBaHNE, 00pa3yroliee COOCTBEHHO 3a4aTOK neueHu, U 3aHee
— 3a4aTOK J#CelYH020 Ny3vips. BeinsunBanue Oyayled medyeHd, UMerolee BHavale
BU/I TUIOTHOTO TSKa, B JAJIbHEHUIIIEM MHOTOKPATHO Pa3BETBIISIETCS] HA MHOTOYUCIICH-
HBIE TSDKHM, KOTOpBIE, MEPEIIeTasiCh APYT ¢ IPYTrOM M pa3pacTasich, 00pa3yroT xeje-
3UCTYIO0 MapeHxumy. B nampHeiiiiem Mexay HUMHU BpacTalOT ME3CHXHMMa U KpOBe-
HOCHBIE cocynbl. B xone nocnenyromiero pa3sutus qudpdepeHuupyoTcs eenamoyu-
Myl C UX XapaKTePHOU BHYTPUKIETOYHON CTPYKTYpPOIi; HEOObIlIas YaCTh TeMaToIH-
TOB Ha TO3HUX CTAUSIX Pa3BUTHS CTAHOBUTCS TE€TPa- WM OKTAIIJIOWTHOM.

Iloooicenyoounasn oicene3a pa3BUBACTCS W3 JIBYX BBIMSTYMBAHUM KHUIIICYHOM
TpYOKH: OopcanbHo20 M BO3HUKAIOIIETO HECKOJBKO MO3XKE yeHmpanbHo2o. B nanb-
HelieM Oarofapsi MOBOPOTY ABEHAAATUIIEPCTHON KUIIKK BOKPYT CBOEHM ocu 00a
3ayaTka COJIMKAIOTCS U B KOHIIC KOHIIOB CPACTAIOTCs, OTKPHIBASCh B KUIIKY €IUHBIM
MTPOTOKOM.
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1.3.2.1.1. Ponb snumenuaivHo-me3eHXUMHBIX
83aumooeiicmeuii 8 OuggepeHyuposKe IHNMOOEPMAILHBIX 3A4AN KO

Jns nuddepeHIMpoBKY SHTOACPMAIIbHBIX 3a4aTKOB TPEOYIOTCS HENOCpe-
CTBEHHBIE KOHTAKThl C ME30JCpMOM, MPUUEM Ha paHHUX CTAIUAX PA3BUTHUS MEHEE
crienuduyeckue, a s OKOHYaTeIbHOU auddepeHIupoBku — 6ojee crienupruyecKue.
Tak, nysa popmupoBaHus BeIPOCTA JIETKOTO W3 SMUTENUS NEPEIHEH KUIIKU JT0CTaTO-
YeH KOHTAKT AMHUTENUS C ME3CHXUMOM 3TOro ke 3ayaTka. J[o0aBineHue qykepoaHoM
ME3EHXUMBI MOXKET MOJHOCTHIO U3MEHUTh HAIIPABIICHUE PA3BUTHS 3a4aTKa: MOl BIIU-
SHUEM ME30JepMBbI JKeIyKa JIETOUHasl SHTOJEpMa 00pa3yeT CTPYKTYpPhI, CXOIHBIE C
Kelle3aMH JKeyKa; TOJ BIUSHUEM ME30JepMbI MIEYCHU — MEeYEHOUYHbIe TsoKU. s
HAYaJIbHBIX CTaJAUNA MOpQoreHe3a 3ayaTka MEYeHH HEOOXOIUM €ro KOHTAaKT C ME30-
JepMajbHBIMU KJIETKaMH 3auaTKa cep/ia, a sl JanbHenIeil OnoxumMudeckon aud-
(bepeHLIUPOBKY KIIETOK MEYEHH — KOHTAKT C COOCTBEHHOM, MEYEHOUHON ME301€PMOH.

[TpucyTrcTBHE cnenudpuueckod Me30epMbl HEOOXOIUMO TaKke AJis MOJTHON
I GepeHIUPOBKY U (PYHKIIMOHUPOBAHUS IMIMTOBUAHOM kene3bl. Heckoabko MeHee
crenuuueckre BIAUSHUS TPeOYIOTCS NMPU Pa3BUTUU MOJHKEITYTOUYHOM Kene3bl: IS
HOpMaJIbHON TU(PPEPEeHIUPOBKHN €€ AMUTETUS B KIETKH, CEKPETUPYIOIINE TOPMOHBI,
TaK)K€ HEOOXOAUM KOHTAKT C ME3EHXUMOM.

1.3.2.2. Pa3zButre mpoOU3BOIHBIX ME30IEPMBI
1.3.2.2.1. Ocesasn me300epma

Kaxk yske OMUCBIBAJIOCH, Y BCEX TO3BOHOYHBIX OCEBasi ME30IepMa METaMepH3Yy-
eTCs, MOAPA3ACIAiCh Ha COMUTHI; CIIOCO0 MX 3aKIaJKH B Pa3HBIX IPYIIIax HEOJHWHAa-
koB. O1HaKO y OOJIBIIIMHCTBA TTO3BOHOYHBIX COMHMTBI CHAYajia 3aKJ1a{bIBAOTCS B BUJIC
CIUTOIIHBIX CKOIJICHUH Me30/epMalIbHBIX KJICTOK M JIMIIb MMO3KE B HUX BO3HUKAIOT
MOJIOCTH MYyTEM X PACXOXKICHUS.

B xone nmanbHEHIIEro pa3BUTHS COMHTA M3 €ro KJIETOK 00pasyroTcs TpU OC-
HOBHBIC 3aKIaKu (puc. 84).
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Puc. 84. IlocnenoBatensHble craguu (A—I") pa3BUTHS IPOU3BOIHBIX ME30/1€pMBI (IT0: 3aBap3uH,
1935): a — aopra; BK — BOJIb()OB KaHAJI; BM3 — BUCIICPAIbHBIH JIUCTOK ME30/ICPMBI; TJ1 — TIIOMYC; AT
— JIEpPMaTOM; MT — MUOTOM; HCT — HE(PPOCTOM; HT — HEPPOTOM; ITM3 — NMAPUETAIBHBINA JTUCTOK ME30-
J€PMBI; CKJI — CKJIEPOTOM; X — XOPAa; I — LEJIOM

Hapysxnas, oOpaménnas K 3KToJepMe 4acTb cOMUTa GOPMUPYET depmamon,
13 KJIETOK KOTOPOTO BITOCICACTBUM BO3HHUKACT COCIMHUTEILHOTKAHHAS YaCTh KOXKHU.
BayTpenHss yacTh cCOMHTA, MPUMBIKAIOIIAS K XOpjae (HU3IINE MO3BOHOYHBIC) U K
XOpJle U HEpBHOM TpyOKe (BBICIIME ITO3BOHOYHBIC), 00pa3yeT CKIepomom — 3a4aToK
OCEBOT'0 CKeJIeTa, BCKOPE paclaJarolluiics Ha OTAeNIbHbIC KieTku (puc. 84, b, B).
Yacte comuTa, pacroioKeHHass MEXKIYy JEPMATOMOM H CKIEPOTOMOM, — MUOMOM —
SIBJISICTCS 3a9aTKOM BCEH MOTIEPEYHOTION0CATON MYCKYIAaTYPBhI.

B pa3HbpIX Kjaccax MO3BOHOYHBIX COOTHOIICHUE U MeMnbl Pa3BUTHS dTUX Ya-
CTell COMHUTA HEOJWHAKOBEI. Y HU3IIMX ITO3BOHOYHBIX OCHOBHAS 4aCTh COMHTOB, Kak
MIPaBUJIO, TIPEJICTABIIICT COOOW MHUOTOMBI; Y BBICIITUX HanOoJiee aKTHBHOW 00JIaCTHIO
BHOBb BO3HHUKAIOIIETO COMHTA SIBIIICTCS HEOONbINAs 30HA, PACIOIOKCHHAs Ha €ro
JTOpCOMETHAIBHOM Kpae. Bo3HuKaromue u3 He€ KISTKH JaroT KaK JepMaToM, TaK 1
MHOTOM; TIOCJICTHUN BO3HUKAET IMyTEM IOJBOPAUYMBAHKS TPYIIBI KJIETOK MO 3a4a-
TOK JiepMaToMa, U3-3a 4ero JAaHHas oO0JacTh MOJyYHia Ha3BaHUE 00OPCOMEOUANbHOU
2yowul comuta. UHTEpEeCHO, 4TO 10 HEKOTOPHIM CBOWCTBAM OHA HATTOMHHAET JOPCalb-
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Hy10 TyOy Ojactomopa ractTpyisl. A UMEHHO, €CH JOPCOMEIUANbHYIO TY0y COMHTA
yIaluTh, TO JAHHBIA COMHUT BOOOIE He nuddepeHuupyeTcs, Torna npu yaaleHuu
BCel OOIIMPHOM OCTaBIIeiCcss 00J1aCTH COMUTA MOCIIETHUN MOJTHOCTHIO PEreHEPUPYET
U3 CBOEH nopcomMenuanbHoi ryosl. Hakoner, nepecajaka ryobl Ha Ipyroil COMHUT Co-
31a€T B HEM JOIMOJIHUTEILHBIN MUOTOM.

Dopmuposanue Helipokpanuyma (puc. 85). BHauane oceBas Me3ojiepMa MeTa-
MEpHU3YETCS HE TOJIBKO B TYJIOBUIIHOM, HO U B TOJIOBHOM YacTu Teina 3apojpima. Ox-
HAKO BO B3pPOCJIOM COCTOSIHUM JIMIIb y JIAHLIETHUKA B 00JIACTU T'OJOBBI COXPAHSETCS
METaMepHasi CTPYKTypa; y IMO3BOHOYHBIX T'OJOBHBIE COMHUTBI PACIAJAlOTCS BCKOPE
MocJie CBOET0 BO3HMKHOBEHMs. OCHOBHAs 4acTh MX KIETOK 00pa3yeT mapHbIe XpsIlie-
BbIC 3aKJIQJIKU 33JHEH YacTH 4Yepena — napaxopoanuu; TakuM o0pa3oM, 3Ta KIETOY-
Hasi Macca MO CBOMM IOTEHIMSIM COOTBETCTBYET CKjiepoTOoMaM. llepenHue KOHIIbI
IapaxopJajni, Kak U NepeaHuN KOHEL XOp/bl, HAXOIATCS HAa YPOBHE BEHTPAIBHOU
MO3roBoM ckiaaku (cM. Huxe). Crnepean oT He€ BO3HUKAIOT enié ABe mapHbie [ -
oOpa3Hble XPSIIEBbIC 3aKIAJIKK Yeperna — mpabdexynvi. VIX 3aausa 4acTh CTPOUTCS U3
ME3EHXHMMBbI MPEXOPAATbHON TUIACTUHKH, a TIEPEHSI — U3 KIIETOK HEeP8HO20 2peOHs.
(KaK ¥ ucyepanbHblli CKEJET).

TynoBUILIHBIE COMUTBI BCEX ITO3BOHOYHBIX B KOHIIE KOHIIOB TAKXKE PacIaaroT-
Cs, HO HAMEUEHHass UM METaMeEpPUs TeJla Y B3POCIbIX KUBOTHBIX coxpaHsercs. Bo-

IIEPBBIX, OTO CBA3aHO C TEM, YTO COMMUTHI

ONPENEIAIOT PACIOJI0KEHUE CIIMHHOMO3IO-

BbIX (CIMHAJIbHBIX) HEPBHBIX TaHTrIueB. Bo-

BTOPBIX, BBIXOASIINE U3 COUHAIBHBIX TAHTJIN-

\ A 0K €B HepeHble OKOHYAaHUs TPOpacTaroT BCEraa

RVt yepe3 MepeHne, a He 3aJIHUE TOJIOBUHBI CO-

: MHUTOB, @K€ €CJIM COMUT MOBEpHYTh Ha 180°

OTHOCUTEJIBHO OCH Teja 3apojpllia. B IIO-

rK CJIEIHEM CJIy4ae HEpPBHbIE OKOHYAHUS OyayT

IpopacTaTh NO-IPEKHEMY UEpe3 T€ YaCTHU CO-

o MUTOB, KOTOPBIE UCXOTHO ObUIA HAIPaBJICHBI

BEpPEN, a Tenepbr — Hazad. MexaHu3Mbl

HAIPaBJICHHOTO POCTa HEPBOB OOCYKIAOTCS

HIKE B OTOM riiaBe. B-Tperbux, MeTtamepusa-

LU 3aKpEIUIAETCS B PACIOJIOKEHUU mel Nno-

360HK0G: KaXIbIil MO3BOHOK BO3HUKAET U3 IIE-

peaHeil yactu OoJiee 3aJlHETO COMMTA U 3a-
Hel yacTtu 0oJiee NepeHero COMMTA.

ChK

TSR AR ST TRARY

I

LA ecar

Puc. 85. Cxema pacrnosnoxeHus 3akjaloK ueperna y 3apojblia mo3BoHoyHoro (mo: IlImansrayses,
1938): r — runodu3; Ik — ria3Has Karcysia; Ok — 0OOHSITEIbHAS KarcyJla; MX — Mapaxopaaliim; CII. K
— CIIyXOBas Karcyina; Tp — Tpadekyina
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1.3.2.2.2. Pazeumue opzanog évioenenHus

VY npencraBurenerd Anamnia mocie0BaTebHO Pa3BUBAKOTCS JIBa CMEHSIOIIMX
APYT Ipyra opraHa BbIICICHUS: 20106Has nouka (WU npeonouxa — npoHepoc) M
mynosuwnas (WM nepsuunas ovYka — me3oHe@poc). Y B3POCIBIX KUBOTHBIX (DYHK-
UOHUPYET 00BIYHO Me30HE(DPOC, XOTS Y JIMUMHOK U JaXKe Y B3POCIBIX KPYIIIOPOTHIX

U HEKOTOPBIX KOCTHCTBHIX PhIO MpOoHEDPOC TaKKe ydacTBYET B (DYHKIIUH BBIACICHUS
(puc. 86).

Puc. 86. Cmena Tpéx nmokosieHui mouek B amMOpuorene3e amMmHuoT (mo: ['onmuyenkos, 2004): 1 — npo-
Hedpoc; 2 — Bonb(}oB kaHat; 3 — HeaudhepeHIIMPOBaHHASI ME3EHXMMa YPOTEeHUTAIIbHOM obnacTtu; 4
— Me30Hedpoc; 5 — roHana; 6 — meranepoc; 7 — MOYETOUHUK; 8 — MPOTOK Me3oHedpoca;

9 — knoaka

VY amHuoOT Bcie 3a mpoHedpocoM U ME30HE(PPOCOM pa3BUBAETCS PaCIOJIO-
KEHHasl KayJaJlbHee ma306ads noyka — memane@poc (XOTs y CyMUyaThIX MJIEKOIUTA-
IOLIUX JI0 JJOCTHKEHHUSI TI0JI0BOM 3pesIocTh AEMCTBYET ME30HEPPOC).

Bce Tpu Thma mouek oOpasyroTcs M3 ME30JCpMbI, HAaXOJSAIIEHCss B 00JacTH
HOXMCEK COMUMO8; NpOHehpoC Pa3BUBAETCS U3 HOKEK HEMHOTHX MEPEAHUX COMUTOB,
Me30Hepoc — W3 HOXKEK MOUYTH BCEX TYJIOBHUIIHBIX COMHUTOB, a MemaHeppoc — U3
PacoJIOKEHHOTO KayiallbHee CKOIJIEHUS! He()pOreHHON ME3EHXUMBI.

HaunGoinee uéTko MeTamepusalus BoIpakeHa B pa3BUTHU nporedpoca. CTEHKU
€ro KaHaJIblIeB 00pa3yroTCsl HEMOCPEICTBEHHO U3 CTEHOK COMUTHBIX HOXeK. [loaTo-
My KaHaJbIIBI TPOHe(dpPOca OTKPHIBAIOTCS CBOMMH BHYTPEHHUMH KOHIIAMH B TIOJIOCTh
L[E€JIOMA; 3TU KOHIIbI UMEIOT (hOpMY BOPOHOK, MOKPBITHIX PECHUYKAMHU, 00pa3yst Hed-
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poctombl (cM. puc. 84). [IpoTHBOIOJIOKHBIE KOHITBI KAaHAJBICB 3arM0al0TCs HA3a][ U
CJIIMBAIOTCS JIPYT C APYrOM B MapHbIE MPOJOJIbHBIE TSXKHU, U3 KOTOPBIX Pa3BUBAIOTCS
NEPBUYHBIC MOUYETOUHHUKU — 801b¢hoswl Kananwl (puc. 84, 87). Ilocnenqnue npoaos-
KAIOT PACcTHU Ha3ajl, MHAYLUUPYs 00pa3oBaHUEe ME30HEPPUUECKUX KaHAIIBLIEB B OoJiee
3aJIHUX CErMEHTax TeJa.

Puc. 87. Cxema BbIIETUTENBHBIX U TIOJOBBIX OPraHOB 3apOAbIIIa TI03BOHOYHOTO (110: 3aBap3uH,
1935): a — aopra; BK — BOJIb()OB KaHAJI; BIT — BOJL(OB MPOTOK; [T — TIIOMEPYIIYC; K — KAIICYHUK; MIT
— MIOJUIEPOB MTPOTOK; MT — MHOTOM; IIB — TIOJIOBOH BaJIMK; I1.CKJI — TIOJIOBAs CKJIAJIKA; II — LIEJIOM

Kananblipl me3onepoca Takxe BOZHUKAIOT U3 ME30JEPMbl COMUTHBIX HOXKEK,
HO y OOJBIIMHCTBA MMO3BOHOYHBIX KO BPEMEHH 00pa30BaHUs Me30HE(DpPUUECKUX Ka-
HaJIBLEB ME30/IepMa HOXKEK OTUIHYPOBBIBAETCS OT COMUTOB M IpeoOpa3yeTcsi B Me-
3enxuMmy. llocnenuss u popmupyer MeraMepHble KaHablbl, Y KOTOPBIX BHOCIEA-
CTBUU MOSBIISIOTCS MHOTOYHUCIICHHbIE M3THObI M OTBETBJICHUS. Y 3apOJIbIlIed aHaM-
HUW BHYTPEHHHE KOHIBI ME30HE(PPUUECKHX KaHAJIbIEB BTOPUYHO COEAMHSIIOTCA C
LIEJIOMOM ITOCPEACTBOM PECHUYHBIX BOPOHOK, 4 Y BBICIIMX ITO3BOHOYHBIX KAHAJIbIIBI
CJIENIO 3aKaHYMBAIOTCA B Me3eHXUMe. HapykHble KOHIbI KaHAJIBLIEB OTKPHIBAIOTCS B
NEPBUYHBIN MOYETOUHUK, KOTOPBIM HHIYLIUPYET caMO0Opa30BaHuE KaHAbIIEB.

VY BBICHIMX MO3BOHOYHBIX OT Me30HEe(pOoca OCTAIOTCS JIUIIL HEOONIbIINE MPH-
JaTKH TIOJIOBBIX JKEJIE3 — 9100OPOH Y CAaMOK U snuoumuc 'y caMuoB. JlehruHuTuBHOM
MOYKOM Yy BBICHIMX TO3BOHOYHBIX, KaK y>K€ TOBOPUIIOCH, SBISIETCS MemaHnedpoc, B
CTPOEHUHU KOTOPOTO HE OCTAETCS YK€ HUKAKHUX CIIEIOB METAMEPHUM, U OH HE CBS3aH C
1IEJIOMOM HU Ha OJIHOM CTaauu pa3BuTHs. TeM He MeHee HeporeHHasi ME3eHXHUMA, U3
KOTOpPOM MOCTpOEH MeTaHe(dpocC, MPOU30ILIa U3 TOTO K€ UCTOYHHKA, YTO U MaTepHall
po- U Me30He(dpoca, — U3 HOKEK COMUTOB.

BaxHyto poJsib B pPa3BUTUM TAa30BOM IMOYKH WUIPAECT MEPBUYHBIA MOYETOUYHUK.
OT Hero K CKOIUIEHHIO He(PPOTE€HHONW ME3EHXUMBbI PACTET OTPOCTOK C PACIIUPEHHBIM
KOHIIOM; CaM OTPOCTOK IPEBPALIAETCS BO BMOPUYHBIL MOYEMOYHUK, 4 €T0 PaCIIr-
PEHHBIN KOHEIl — B noueuHyro noxanky. Ha moBepXHOCTH mocienHel Takxke oopasy-
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IOTC BBIIAYMBAHUWA, U3 KOTOPBLIX PA3BUBAIOTCA BCPXHHUC OTACIILI BHIBOAHBIX HYTeﬁ
1moyku. I1o3xe oHmn OTKPBIBAIOTCA B MOYCBLIC KaHAJbIbI, KOTOPLIC O6p8,3y10TC}I YKE
H3 HG(l)pOFGHHOfI MC3CHXHMbI, HO 11O HMHAYKIHMOHHBIM BOSﬂCﬁCTBHGM BTOPHUYHOI'O
MOYETOYHHKA. MoueBbIe KaHaJIbIIbl TCCHO COIIPHUKACAKOTCA C KHY60‘IK3MI/I KpPOBCHOC-
HBIX KaIlTWJIJIIPOB, O6p8,3y51 BMCCTC C HUMM Mdajlbniucueesvl mejiblyd.

1.3.2.2.3. Ilono6vle scenesvl u nonosvie npomoKu

CTeHKH ITOJIOBBIX KEJI€3 TMMO3BOHOYHBIX PAa3BHBAIOTCS
U3 BHCIICPAIBHOTO JINCTKA OOKOBOW IIJIACTHMHKH HAa YPOBHE
HOXXEK COMHTOB. DTH YYaCTKH IOJYYHIM HE COBCEM YJad-
HOE Ha3BaHUe cepmunamuenoco snumenus (cMm. puc. 87; 88).
Henocrarok 3TOoro TepMuHa COCTOMT B TOM, YTO OH Kak Obl
NOJIpa3yMeBaeT MPOUCXOXKICHNE M3 HETO IMOJIOBBIX KIIETOK.
OpHako, Kak yXe OTMEUaJIOCh B TIEPBOM YacTH JaHHOTO
y4eOHOro TTocoOHs, Ha CaMOM JIeJie TOJIOBbIC KIICTKH BO3HH-
KalOT W3 TICPBHYHBIX TOHOIIMTOB W JIMIIb ITO3XKE 3aCEISIFOT
TIOJIOBBIC KENIe3bl. A T€PMHHATHUBHBIN SMUTEIHA — 3TO CO-
Mamuyeckas TKaHb, 00pa3yrolasi CTCHKY ITOJIOBOH JKEJIe3bl.

Puc. 88. Cxema rucronornueckoil nudepeHnpoBKYy roHa bl y BbIC-
IIMX TO3BOHOYHBIX (TONepeuHblid pa3pe3 aMOpHoHa) (1mo: banuHckui,
1975). A — nonoBoii Bayuk; b — naauddepenTras ronana;

B — cemennuk; I' — ssmunmnk

Cama roHaza Ha paHHUX CTaAUSX CBOETO PAa3BUTHS
MPECTaBIACT COOOW CKIIAJIKY, BJAIOIIYIOCS B TIOJIOCTh TeJa
— TaK Ha3bIBAEMYIO 1OJI08YI0 CKIAOKY, KOTOpas MOCTENEHHO
3aIOJHACTCS OKPYXKAIOIIEH ME3EHXUMOM, 32 CYET KOTOPOH
pa3BUBaeTCsd BHYTPEHHssT (MoO3roBasi) 4acTh »kenesbl. [o
onpenen€éHHON CTaauu pa3BUTHUS AJi1 00OMX IOJIOB Keje3a
uMeeT oanHakoBoe crpoenue (puc. 88, B). 3arem noj Bims-
HUEM TMPOHUKIINX B HEE MEPBUYHBIX TMOJIOBBIX KJIETOK, a TaKKE€ B 3aBUCUMOCTH OT
rOpMOHaAIBHOTO OanaHca opraHu3Ma esne3a auddepennupyercs OO0 B CEMEHHUK,
6o B smuHuK (puc. 88, B, I).

Jns AaMdHKMKa XapaKTepHO MPEUMYIIECTBEHHOE PAa3BUTHE KOPKOBOU YacTH (U3
KOTOPOM BIOCIEIACTBUU 00pa3yeTcst (GOJUUKYISIPHBIN MUTENNIA), 11 CEMEHHUKA —
M03206020 ciios. HEoIMHAaKOBO B 3apojbllIax pa3HOro MoJia UAET U pa3BUTUE BBIBO-
HBIX MPOTOKOB TOHAA. Y CAaMIIOB CeMeHHble KAaHaIbybl, B KOTOPBIX MPOUCXOIUT
cCriepMaToreHe3, COEAUHSIOTCA C 801bO8bIMU KAHANAMU, KOTOPbIE MPUHUMAIOT HA
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ce0st GyHKIUU cemanposo0os. Y aMHUOT 3TO — €IUHCTBEHHAs (PyHKLHSA BOJIb(OBBIX
KaHaJoB, TaK KaK CBSI3aHHBINA C Ta30BOI NOYKON BTOPUYHBIA MOYETOUYHUK pa3BUBAET-
Csl U3 CHELMAIBHOrO BBIPOCTa BOJIb(OBA KaHANIA; Y aHAMHUH, I/ie QyHKIIMOHUPYIO-
1€l MOYKOW sABIIAETCA Me30He(dpoc, BONb(OBBI KaHAIbl OOBEIUHAIOT (PYHKIUU MO-
YETOYHHMKA U CEMAIIPOBO/A.

B smOpuorene3e no3BOHOUHBIX MOSBIISETCS €IIE OJHA Napa KaHajIoB, UIAYLIUX
MapauIebHO BOJIb(OBBIM, — Mioniepossl (puc. 89). YV caMIlOB OHU TIO3XKE JIeTeHEpH-
PYIOT, @2 y CaMOK COXPaHSIIOTCS, MPEBPAIAsACh B Aliye6o0bl. Y MHOTHX aHaAMHHM, IO
KpaliHEN Mepe, BEPXHHUE OTEJIbI MIOJUIEPOBBIX KAHAJIOB Pa3BUBAIOTCSA 34 CUET KIETOK
pe30pOupyIOLIerocs: npornegdpoca, MOATOMY OHU OTKPBIBAIOTCS B MOJIOCTH Tena (Ie-
JIOM) OJJHUM M3 HE(PPOCTOMOB MpOHEPpPOCa, TPEBPATUBIIETOC B 8OPOHK) AlYE80OA.
[Tpu oBymSIIIMY ANIIO BHIXOAUT CHaydaja B MOJOCTh TeJla U YXKE 3aTeM 3aXBaThIBACTCSA
BOPOHKOU sifIIeBOIa (MIOJIJIEPOBA KaHAa).

Puc. 89. TuddepennupoBka nojua mo Mmy>;xkckomy (A) u
xeHckomy (b) tuny (mmo: I'onnuenkos u 1p., 2004): 1 —
CEMEHHUK; 2 — IETeHEPUPYIOLIUI MIOJIIEPOB MPOTOK; 3
— BOJIb(OB KaHa (00pa3yeT BBIBOJSIINE IPOTOKH Ce-
4 MeHHUKa); 4 — KaHanel Me30Hedpoca (0OpazyeT npua-
TOK CEMEHHHKA); 5 — ANYHUK; 6 — MIOJJIEPOB IPOTOK
(o6pazyer sitieBon); 7 —aereHepupyrouii Boib(poB
KaHaJI, 8 — KJoaka

A
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1.3.2.2.4. IIpou3eoonsie 60K060ii niacmunKu

PacnonioxkeHHasi BEHTpalbHEE HOXKEK CO-
MHTOB 60K08ast niaacmutka (CHiIaHXHOMOM)
OYEHb paHO pa3[ENsIeTCs] Ha NApUemalbHblll
(BHEWIHUN) W 6ucyepanrvublil (BHYTPEHHUMN)
JIUCTKH, MEXKY KOTOPHIMU HAXOIUTCS 8MOput-

Has TOJIOCTh Tena (yenom), COOTBETCTBEHHO
CBOEMY TOJIOKCHHIO TTAPUETAIBHBIN JINCTOK (POPMUPYET BHEIIHIOO, & BUCIICPATLHBIN

— BHYTPEHHIOIO BBICTHIKY ILiesioma. O0a JIMCTKAa COENMHAIOTCS APYr € APYIOM IO
CpelHEW JTMHUU TeJa MOCPEICTBOM CITIMHHOM U OpIOIIHON OpbIKEEK.
ITpon3BOIHBIMU GlUCYEpanbHO20 TTUCTKA SABISIFOTCS cepoye, KPOBEHOCHbIE COCY-

Obl U KlemKu Kposu. Bce 9TH 3aKkimaiKku i TOJTHOIIEHHOTO Pa3BUTHSI HYXIAIOTCS B
KOHTAKTE C SHTOAEPMOM.
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1.3.2.2.5. Pazeumue cepoua
Y Anamnia napHbIii 3a4aTOK cep/iia BO3HUKAET B CEPEIUHE BTOPHIX CYTOK HH-
KyOallui B BHJIC JBYX CHMMETPHUYHO PACIIOJIOKECHHBIX YTOJIIECHHUHN 6ucyepalbHo20
JINCTKA CIUIAHXHOTOMA, KOTOPBIM TECHO CBSI3aH C DHTOJIECPMOM. JIEBBIA U MpaBbIi 3a-
YaTKU COCIUHSIOTCS JIMIIb IOCJIE CBOpAuyMBaHUSA JHTOOJIACTa B TPYOKY TOJIOBHOM
KHIIKH, IPUYEM BeHTpasibHee nocieanei (cm. puc.90).

e

Puc. 90. [TocnenoBarensubie craauu (A—I") popMupoBanus cep/a UpIIIICHKA U3 MTAPHBIX 3a4aTKOB
C BEHTpaJIbHOM cTOpOHbI (110: banuHckuii, 1965): MO — 3a4aTKi MHOKap/Ia,
9HJI — 3a4aTKH YHJIOKAP/IA; JK.B. — KEITOUHBIC BEHBI

N3 006beauHuBIIMXCS TPYOOK BHUCHEPATBLHON ME30/IepMbl BO3HUKAET MBIIICU-
Hasi CTEHKA CepJilla — MUOKapod, BHYTPEHHsISI 000JI0UKa Cepla — IHOOKApO — TaKKe
MOJIy4YaeTcsl B pe3yJibTaTe CIUSHUS JABYX TPyOuaThIX 3a4aTKOB, 0Opa30BaHHBIX MHU-
IPUPOBABIIMMHU 10 PHTOOJACTY K MUOKapAy ME3CHXUMHBIMU KJIeTKaMu. EnuHas cep-
NeyHas TpyOKa MepeXxoIUT B MIMPOKUE KEITOUHbIC BEHBI, HECYIIUE KPOBb OT BHE3a-
POJIBIIIIEBOM CHCTEMBI KPOBOOOPAIIIEHUSI CO CTEHKH KeATouHOro Mmerika. Cepaednas
TpyOKa JIKUT B IEPUKAPAUAIBHON TTOJIOCTH, SIBJSIOMIEHCS YacThIO 1IeJIoMa.

Kposenocnvie cocyobi m03BOHOYHBIX Pa3BUBAIOTCS, MO-BUAUMOMY, HCKIIOUYH-
TEIbHO U3 Me3zeHxumvl. OHU 3aKIIJIBIBAIOTCA B BUJE HE CBSI3aHHBIX JPYT C JIPYroM
KPOBSIHbIX OCMPOBKOE — KIIETOUHBIX CKOTUICHHH, BHYTPU KOTOPBIX MO33Ke 00pazyroTcs
MPOCBETHI. 3aTe€M OTICIbHBIE TPYOOUKH CIMBAIOTCS B PBIXJIYIO CETh. DTU CTaJHUH
pPa3BUTHSI OCOOCHHO XOPOIIO BUIHBI Ha Kpar 0JacTOIUCKA 3apOJBIIICH MTHUII, HO TIO
CYIIIECTBY HE OTJIMYAIOTCS U Yy IPYTUX MO3BOHOUHBIX. HapyKHbIE KJIETKH OCTPOBKOB
VIUIOIIAIOTCA M BCTYNAIOT B KOHTAKT APYr C JAPYroM, o0paszys 3HAOTEIHAIbHYIO
CTEHKY COCYy/la, @ BHYTPEHHHUE KJIICTKU MPEBPAIIAIOTCS B KJIETKH KPOBHU.

[lepBbie KpymHBIE COCYABI 3apOBIIIA — HAPHBIE JHCEMOYHbIE BEHbl, BIIAIAI0-
1ye B TpyOYaThIi 3a4aTOK Cepjlla c3aau U Hecylue (Y aMHUOT) K CEpAILy KPOBb OT
BHE3apobIIIeBbIX yacTed (puc. 91); a Takke BBIXOIAIIUN W3 MEPEIHEr0 KOHIIA 3a-
yaTKa cepAla Cmeosl aopmul, Pa3IeNAIOUIMIACS Ha JIBa apTepualbHbIX cTBOJA. Pacmo-
JI0’)KEHUE BO3HUKAIOIINX B JIAJIbHEHNIIIEM KPOBEHOCHBIX COCYJI0OB B OCHOBHOM OIIpEJIe-
JISIETCS OKPYKAIOMUMHU UX MOP(}OTOTHIECKUMU CTPYKTYpaMH — TakK, B TOJIOBHOM 00-
JIACTH 3apOJIBIIIEH BCEX MO3BOHOYHBIX BHAYaJle 00pa3yroTcsi 6 MapHBIX AYT aOpThI —
M0 YHUCIY >XKaOEepHBIX AYT; Y BBICHIMX MO3BOHOYHBIX OOJIBIIMHCTBO 3THX COCYIOB
BIIOCJIEJICTBUU JIET€HEPUPYET.
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Puc. 91. ®opmupoBanue n3ruda cepieyHon TpyOKu y sMOprOHa KypHIIbl (HampaBieHUE TOKa3aHO
cTpenkamu) (mmo: ['onuyenkos u np., 2004): A — 3aknaaka cepia y SMOpHOHa Ha CTauu TPEX MO3-
TOBBIX ITy3bIpeH (10 Hayayia u3rubanus cepaeyHon Tpyokn); b — 3akmanka cepana y sMOpruoHa Ha
ctaauu 20 — 22 coMuTOB (M3rubaHue cepeuHoil TpyOKH — pa3pacTaHue JI€BOIl CTEHKH IMpeacep-
nusi); B — 3akianka cepana y a3MOprUoOHA Ha CTauu 25 COMUTOB (0oJ1ee TO3IHSSI CTaaus N3rnOaHus
— pa3pacTaHue NMpaBOil CTEHKH Keya0ouka). 1 — BeTBU BEeHTPaJIbHOM OpIOIlIHAast a0pPThI; 2 — 3a4aTOK
cepaua; 3 — BETBb JI0pCajbHON a0OpThl; 4 — mepBast {yra aopThl; 5 — BTOpas Ayra aopThl; 6 — xKeiy-
no4ek; 7 — npezcepane; 8 — xKenTOYHbIE BeHbI; 9 — nepBas skabepHast 11elb;

10 — tpetbs ayra aoptel; 11 — oOmias kapAuHAIbHAS BEHA

BooOuie B Hauane pa3BUTHS BO3HUKAET M3OBITOYHOE KOJIMYECTBO MEJKHUX CO-
CyJZIOB, 4aCTh KOTOPBIX B JaJbHEUILIEM 3aIlyCTEBACT WM IIPEBPAILAETCS B KAIIUJUIPBI.
JIuib Te cocybl, HalPaBJIEHUE KOTOPBIX COOTBETCTBYET AHATOMUYECKHM OCOOEHHO-
CTSIM T€JIa B3POCJIOrO KUBOTHOI'O M 4€pe3 KOTOPHIEC IMIPOXOAUT AOCTATOYHO MOIIHBIN
KPOBSIHOM NIOTOK, IIPEBPAIIAIOTCS B Pa3BUTHIE KDOBEHOCHBIE CTBOJIBI.

1.3.2.2.6. Pazeumue napuvix KOHeYHOCHM el

[TapHbIE KOHEYHOCTH TIO3BOHOYHBIX Pa3BUBAIOTCA M3 ME3CHXHUMHBIX KIETOK,
BBICENIMBIIUXCS U3 TApUETATBHOTO JINCTKA ME30JCPMBI U MOKPOBHOW 3KTOICPMEI.

VY 3apoaplieil ampuOMil paHHHE 3a4aTKM KOHEYHOCTEH MMEIT BHUJl 000C00-
neHHBIX OyropkoB (puc. 92). V 3apoppliiieii aMHHOT BHavYayie ()OPMUPYIOTCS JIJIMH-
HBIE€ CKJIQJIKH, pACTSHYTbIE B MEepeAHE-3aIHEM HAIPABJICHUU (60.1b0)08b1 cpebHU), KO-
TOpbIE MO3XKE PAccachlBalOTCA B CBOEW CpeIHEH 4YacTH; U3 UX MEPEAHUX U 3aTHUX
KOHIIOB Pa3BUBAIOTCSl COOTBETCTBEHHO NEPETHUE U 3aIHUE KOHEUHOCTH.
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Puc. 92. IlocnenoBarenbHbIE CTaIUU PA3BUTHS MIOYKH KOHEYHOCTH 3€MHOBOIHBIX (110: Kapicos,
1988): M3 — Me3eHXHMMa IMOYKH KOHEUHOCTH; M — NapUeTaJIbHbINA JTUCTOK ME30/1€PMBbI;
9KT — 3KTOAEpMa

Ha cambIx paHHMX CTaausiXx pocTa KOHEYHOCTEW MX 3KTOJAEPMAIIBHBIN 3MUTE-
JIMI TIACCUBHO PACTATUBAETCS PAa3MHOKAIOIIEHUCS ME3EHXUMOM; BCKOpe B €€ GopMu-
POBAaHMM HAYMHAET aKTUBHO Y4YacTBOBAaTh M DKTOJAEpMA. Y aMHHUOT 3KTOAEpMa Bep-
XYLIKH KOHEYHOCTH YTOJIIAETCs, 00pa3ys TaK Ha3bIBAEMbIN anuKaibHulll epebeulox.

[To Mepe pocTa KOHEUHOCTH MEHsETcs €€ (popma: anuKanbHas 4YacTh PacIIUps-
€TCS U YIUIOIIAETCS, 3a4aTOK KOHEUHOCTH CKPYUHUBAETCS BOKPYT CBOEH JUIMHHOM OCH;
Ha anuKaJbHOW MOBEPXHOCTU MOSABISIOTCA 3a4aTKU NaibleB. Y aMHUOT 00ocoOJe-
HUE NaJbIEB CBSI3aHO C TMOENbIO KJIETOK B TPOMEKYTKAX MEXKIY UX 3a4aTKAMHU.

OAHOBPEMEHHO ¢ BHEIIHEW auddhepeHITupPOBKON KOHEYHOCTH (popMupyercs eé
CKeJIeT MyTEéM oOpa3oBaHUs XPSIIeH U3 CTYIICHUNH ME3CHXMMHBIX KJeTOK. [lepBbiM
BBIJICIISIETCSl 3a4aTOK MPOKCHMATIBHOTO Xpsiiia (cmuionoodusi), 13 KOTOPOTO B MEpe-
HEel KOHEYHOCTH pa3BUBAETCS TUIeUEBasi KOCTh, a B 3aJIHeN — OeipeHHas. 3aTeM oOpa-
3YIOTCSI XPSIIU CIEIYIONIEH B JUCTAIBHOM HAMPABICHUH YaCTH — 3U20noous (JIOKTe-
BOM U JTy4eBOW XpSIIM B MEpeAHEN KOHEUYHOCTH, OOJIBIION U Masblii OeploBble — B
3aJIHeH) M, HAKOHEI, aymonoous (XpSUIM KUCTH WU CTOMbI U ¢ajaHT HajibIeB).
Xpslyd TUIEYEBOTO M TA30BOTO MOSCOB (POPMUPYIOTCA MO3KE CTUIIONOAUEB, HO
paHblIe ayTONoAueB. B KOHEUHOCTH MPOPACTalOT KPOBEHOCHBIE COCYbl U MUOOJa-
CTBI U3 COMHTOB.

[Ipu nuddepeHMpoBKe MaApHBIX KOHEYHOCTEH MPOUCXOIAT HHTECHCHUBHBIE
AMUTENNAIBHO-ME30IepMalibHble B3auMoeiicTBUsA. Ha HadanbHBIX CTaausX pa3BU-
THUSI, TIO-BUIUMOMY, OCHOBHBIM SIBJISIETCS BO3AECHCTBHE ME30AEPMbI Ha 3KTOJAEpMallb-
HbIW 3nutenni. [lox BIusHMEM ME304EpPMBbl SMUTEINN YTOJIIIACTCS U HAYMHACT aK-
TUBHO pacTH. B nanpHeiemM HopManbHy0 Tu(depeHIIUPOBKY TUCTATBHBIX OTICIOB
KOHEYHOCTH (00pa3oBaHKe MAJIBbIIEB) ONMPEACISIIOT OOpAaTHBIE BIMSHUS HA ME30JIEPMY
KOHEYHOCTH, UCXOJSIIME OT YTOJIIEHHOTO 3MUTEINS BEPXYIIKUA MOYKH KOHEYHOCTH
(y’e ynoMHHaBIIETrOCsl paHee anuKalbHOro rpedemka). [Ipu ynanenun anukaibHOTO
rpebemika (ananru He TuddepeHIupyOTCs, a MPU €ro MepecaaKe Ha MPE3yMITTHUB-
HYIO M€30JepMy MPOKCUMaJIbHON YaCTH KOHEYHOCTU (U3 KOTOPOH B HOPME JOJKHBI
obu Obl U depeHnrpoBaThcs OCIPEHHBIA WK TIJICYEBON OTAENbI) U3 HEE pa3BU-
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BAIOTCS JIMCTAJIbHBIE YaCTH KOHEUYHOCTH — TUTIOCHA WJIM KUCTh U ¢ananru. UaTepec-
HO, YTO IMPOKCHUMAJIbHAsI ME€30J€pMa KOHEUHOCTH HE MACCHUBHO «IIPOYUTHIBAECT) CUT-
HaJbl, UCXOJIAIIME U3 TpedelIKa, a Kak Obl HHTEPIPETUPYET UX «IIO-CBOEMY»: €CIIH
ME30JIEpMy MPOKCUMAIBHOM 4YacTW 3aJlHe KOHEYHOCTH (HOTH) 3apOoiblllia KypHIIbI
nepecaguTh MoJ IpeOelIoK MnepeaHel KOHEYHOCTH (Kpbhlia), TO OHa 00pasyeT au-
CTaJIbHYIO YaCTbh, HO HE KpPbLJa, a 3ad0Hell KOHEUHOCTU. 3HAYUT, B «MHTEPIIPETAIIUNY
MHIYKIMOHHOTO BO3JIEVCTBHUS ONMPENEIEHHYIO POJIb ChIrpaia IpUpoa caMmoro pearu-
PYIOIIETO MaTepuaia, B3sITOro OT 33 JHEH KOHEYHOCTH (IT0J0OHOTO poja sIBJICHUs Oy-
AyT paccMOTpeHsl B 2.1.12).

Hpyras MOpporeHeTUYecK akTUBHAs 30HA 3a4aTKa KOHEUHOCTH — HEOOJIbIas
o0yacTp Ha €€ 3aJHEM Kpae, OKOJIO OCHOBaHUS. Eciu 3Ty Tak Ha3bIBaEMyIO «30HY
NOJISIPU3YIOLIEH aKTUBHOCTW» IE€PECaTUTh Ha MEPEIHUIN Kpaill KOHEYHOCTH, TO MpPO-
M30HMJIET €€ 3€pKAIbHOE YJIBOCHHUE: CIIEPEAM MOSBUTCS BTOPOU 3aJHUM Kpau C COOT-
BETCTBYIOIIMMU NanbluaMu. Eciin ke 3Ty 30HY yAalduTh — KOHEYHOCTh CTAHET CHUM-
METPUYHOM, 3aIHE-TICPETHUE PAIAUUS B €€ CTPYKTYPE UCUE3HYT.

1.3.2.3. Pa3BuTure Npon3BOAHBIX SKTOAECPMBI
1.3.2.3.1. Pazeumue Koscu u ee npuoamrKos

Koa Mo3BOHOYHBIX pa3BUBAETCA U3 JBYX 3apOJBIIIEBBIX JUCTKOB — DKTO- U
Me30epMbl. OMOpHOHAIbHAS SKTO/IEpMa CHavalla IPEeBpaIlaeTcs B ABYXCIONHbIN, a
3aTeéM B MHOTOCIIOMHBIN SOUTENHH — snudepmuc. Me3oAepManbHbI CIOW KOXHU
(0Oepma) obOpa3yercs KICTKaMH, IPOUCXOISIIAMHU, KaK y)Ke OTMEYalIoCh, U3 depmda-
momos. 3a CUET NeATENbHOCTH KJIETOK JepMbl (POPMUPYIOTCS KOJUIar€HOBbIE, 3Ja-
CTUYECKHE M PETHKYJIApHbIE BOJOKHA. Koka MO3BOHOUYHBIX MPOIYLUPYET Pa3HOOO-
pa3Hble NPUIATKU — YElIyd, LIUTKH, KOITH, pOra, KOIbITa, MEpbs, BOJIOCHI U
T. I

Bynymue nepo u Bojoc BHauaje NPEACTaBIAIOT cO00M snudepmanvhele nia-
KOObl — IMH30BUJIHBIE YTOJIIEHUS snuaepmuca. [lpu pa3BuTuu nepa noj miakoaMmu
BCKOPE BO3HHUKAIOT CTYIICHUS I€PMAJIbHBIX KJIETOK, KOTOpPbIE KaK Obl IPUIIOAHUMAIOT
SIUAEPMUC, TpHUAaBas €My BHJA Oyropka, OOpaléHHOro BEpIIMHOM Has3aa;, W3
JIEpMaJIbHBIX KIIETOK (hOpMUpYETCS MSAKOTh Iepa, a U3 SMUJepMHUca — €ro MoBepX-
HOCTHBIM OPOrOBEBAIOIIUH CIIOH.

[Tpu pa3BuTHM BOJOCa 3MHEpMalIbHAs MJIAKOAa INIyOOKO BAAETCS B MOIJIEXKa-
1IyI0 iepMy, 00pa3ysl BOJOCSHOU y3enoK. HapykHble ciou y3enka AatoT Hayaylo Biia-
rajuily BoJioca M CaJbHBIM >Keje3aM, a BHYTpeHHHUE — COOCTBEHHO Bosiocy. Ha nne
BOJIOCSTHOTO y3€JIka MMeeTcsl KaMOuanbHas 30Ha, MOJJEPKHUBAOIIas pOCT BOJIOCA.
JIHO y3eska BOTHYTOE, U B 3TO yriayOsjeHue BAAETCS AEpMallbHbIM COCOYEK, KyZa
MPOPACTAIOT HEPBBI M MUTAIOUIUE BOJIOC KPOBEHOCHBIE COCY/IBI.

JuddepeHunpoBka Ko U €€ MPUAATKOB 3aBUCUT OT MHAYKIIMOHHBIX BO3/EH-
CTBUI JI€pMbI Ha 3MUJEPMAIbHYIO YacTbh. Jlake caMa MHOTOCIIONHAsI CTPYKTYypa dIH-
JIIEPMHUCA MOKET IOABUTHCS JIMIIb NPU €r0 KOHTAKTe ¢ Jnepmou. bonee toro, ecnu
B35Th 3MUIEPMHUC KYPHUHOTO 3apOAbIIIA C YUACTKA, B HOPME JUUUEHHO20 ONepenusi, u
MOJOCTIAaTh €ro JEPMOUN C onepénHHo20 ydacTka, TO o0pasyloTcs Mepbs, CTPYKTypa
KOTOPBIX COOTBETCTBYET TOMY YUYacCTKY TeJsa, OTKyAa ObLIa B3sTa AepMa.
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HauanpHbie 3Tamnbl GOpMUPOBAHUS KOKHBIX MPUAATKOB MOKHO MHAYIIUPOBATH
U JIEPMOM, B3ATON OT 3apOJBIIIEN IPYyTrUX KilaccoB aMHUOT. Hanmpumep, ecim Heone-
PEHHBIN y4aCTOK SMUAEPMHUCA KYPUHO2O 3aPOABIIIA CPACTUTH C JIEPMOM MOKPBITBIX
BOJIOCAMH YYaCTKOB 3apOAbIIIA Mbludi, TO U3 SMHUIAEPMUCA BOZHUKHYT 3a4aTKU IEPb-
eB (IIpaBaa, HE TOCTUTAIOIINE TIOJHOTO pa3BUTHUs). [lepma Awepuysl MHIYyIUpPYyET 00-
pa3oBaHUE 3a4aTKOB BOJIOC B anuaepMuce muiuuy. Takum oOpa3zom, HayaldbHbIE WH-
OYKIMOHHBIE CTUMYJIBI JUI Pa3BUTHS KOKHBIX NPUIATKOB OAMHAKOBBI JUIS BCEX aM-
HUOT, YTO CBHUJIETEIBCTBYET 00 UX TOMOJIOTUYHOCTH. OAHAKO ISl MX TOJHON AH-
(depeHIUPOBKU HEOOXOAUM KOHTAKT C JE€pPMOI JKMBOTHBIX CBOEro Kiacca. Hanpumep,
y 3apOABbIIIEH KypHIIBI IOJHOLICHHBIE IIEPhsl PA3BUBAIOTCS U3 yYaCTKOB SIUIAEPMHUCA,
MOOCTJIaHHBIX IEPMOM YTKH, © HA00OPOT.

Jlepma HE TOJIBKO MHIAYLMPYET PA3BUTHE NPUIATKOB, HO U ONPEIEIsAeT NOops-
JOK MX BO3HMKHOBEHHS M OKOHYATEIBHOE pacrosioxkeHue. OIHAKO BOCIHPHUHHUMARO-
U MHIYKIMOHHBIE BO3ACHCTBUS SMUJECPMUC HE MOJHOCTHIO UHAU(P(EpPEHTEH: Xa-
PAKTEPHBIM HAKJIOH MEPHEB HA3al NETEPMUHUPOBAH KAKUMHU-TO BHYTPEHHUMH CBOW-
CTBAMH DIIHUJEPMUCA U HE U3MEHACTCs, HAIPUMEp, IPU IOBOPOTE IOJACTUIIAIOIICH
JIEPMBbI HA HEKOTOPBIA YIOJI.

1.3.2.3.2. Pazeumue yeHmpaibHOl HEPEHOI CUCMEMBL U OP2AHO8 UYECHE

Hepsnas TpyOka 3apojpliiieil BCeX MO3BOHOUYHBIX BCKOPE IMOCJIE CBOETO 3aMbl-
KaHUs UMeEeT OoJiee MUPOKHUHM NepeaHui u 0oyiee Y3KMM 3aJIHUM OTIENbI; TIepeIHui
OT/IeJl HAa3bIBAIOT NEeP8UUHbIM MO3TOBBIM IY3bIPEM (NEPBUYHBIM 20JI08HBIM MO320M —
archencephalon) (puc. 93). [Tocneauuii 0TI OTKPBIBACTCS HAPYXKY HE8PONOpoM, a
3aJHAM TIOCPEJACTBOM HEPBHO-KMIIIEYHOTO KaHaja CBSi3aH C 3aJHUM OTIEIOM e2a-
cmpoyeJisi; HeBpOIOp U HEPBHO-KUIIICUHBINA KaHa BIIOCIEACTBUU 3apPacTaroT.

Puc. 93. IlocnenoBarenbHble CTaAUKN PAa3BUTHS FOJIOBHOTO
MO3ra 3apo/iblilia MO3BOHOYHBIX (10: banunckwuii, 1975):
BM — BOPOHKA MO3ra; B.M.C — BEHTpaJIbHasi MO3roBast
HK.K  CKIJTaJIKa; 31 — 3aTBUIOYHBIN N3THO; MU — MOCTOBOM M3THO;
HBIT — HEBPOIIOP; HK.K — HEPBHO-KUILEYHBIN KaHAIT; I1.M.II —
NEPBUYHBII MO3TOBOM My3bIpb; TH — TEMEHHOW U3IrH0;

X —Xopaa

HepBHas TpyOka no cpeaHeil JIMHUM MOACTHIIAET-
C XOpJIOM, KOTOpAasi TOXOIUT A0 3aHEU TPaHUIIbI
MEPBUYHOTO TOJOBHOIO MO3ra; MOCIEIHUN TOA-
CTWJIAETCA TKAHbI, NPOMUCLICIAIICH W3 IPEXop-
JNAJIBHOW TUTACTUHKHU. Kak mpaBwio, 3aaHss rpa-
HUIIA TIEPBUYHOTO TOJIOBHOTO MO3ra TaKXe OTMe-
YEHA PE3KOM CKJIAAKOW BEHTPAJIBHOM CTEHKH
HEPBHOW TPYOKH (Tak Ha3bIBAEMOU 8eHMPANbHOU
M0320801 CKIA0KOU), CIIEpear OT KOTOPOM BEH-
TpajbHas CTEHKAa MEPBHUYHOIO MO3TOBOTO ITy3bIPs
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oOpa3zyeT BOPOHKOOOpPA3HBIM BBICTYI — BOPOHKY MoO32d. BeHTpalibHass MoO3roBas
CKJIaJIKa ¥ BOPOHKA (POPMUPYIOT XapaKTEpPHBIM AJi BCEX MO3BOHOYHBIX MeMeHHOU,
WIN CpeOHeM0320601, n3rud. B nanpHeleM nepeaHss 4acTb HEPBHOW TPyOKu nud-
bepeHnupyeTcs Ha mpu Mo32068blx nyswipsi. nepeonuti (prosencephalon), pacmoiro-
KCHHBI CIeped OT BEHTpaJbHON ckianku, cpennuii (mesencephalon), naxo-
JSAIIAKRCS Haa ATOM cKiaakoi, u 3agauii (rhombencephalon), 6e3 pes3koit rpaHuUIlbI
NEPEXOASAIIMNN B cnuHHOU Mo32. Y 3apOJIbIIIeH BRICIIMX TO3BOHOUYHBIX YK€ Ha CTaJlUU
TPEX MO3TOBBIX IMy3bIpEN MPH B3TJISJE CBEPXY OTUYETIMBO BUIHBI OOKOBBIE BBHICTYIIbI
MepeTHETO MO3TOBOTO IMY3bIPSI.

[To3:xe mepeaHnii MO3rOBOW Iy3bIph MOAPA3ACIAECTCA HA JBa OTHAENA: MEPEN-
uuii (telencephalon) u mpomexxyrounsiii (diencephalon) mosr; u3 GOKOBBIX CTCHOK
MOCJIEAHErO B JaJIbHEUIIIEM pa3BUBAIOTCS Ii1a3Hble 3a4aTku. CpeHuil MO3TOBOM ITy-
3bIPb B JAJBHEUILIEM HE PACUJICHSETCS, @ IEPBUYHBINA 3aJHUA MO3TOBOU ITy3bIPb MOJ-
paszaensiercs Ha 3amuuii (metencephalon) u npomonrosatsiii (Mmyelencephalon) mosr,
nepexosauil 0e3 pe3Koi rpaHuIlbl B CIMHHON. Y HUBIIMX MO3BOHOYHBIX ATH OTJE-
JIbI MO3Ta JIEKAT IPUMEPHO B OJTHOW TUIOCKOCTH, @ Y BBICIIUX T'OJOBHOM MO3T BCKOpE
nocye (popMupoBaHUs HaA3BaHHBIX OTJIEJIOB 00pa3yeT HOBBIEC PE3KUE U3TUOBI: 3amubl-
JIOUHBIU U MOCHOBOU.

3aThIIIOYHBIN U3ru0 HAXOAUTCS HA MECTE TIepexoia CIIMHHOTO MO3Ta B MPOAOJI-
roBaThld U HAIPaBJIEH B Ty € CTOPOHY, YTO U TEMEHHON. MoCTOBO# M3rubd pacro-
jaraeTcs B 00JIaCTH 3aJJHETO MO3Ta U Ha3BaH TaK MOTOMY, YTO B BEHTPaJIbHOMN CTEHKE
ATOr0 MO3TOBOIO Iy3bIPsI BIOCIEACTBUHA BO3HHUKAET 6apOaUE8 MOCM; 3TOT U3rUO
HaIlpaBJI€H B CTOPOHY, OOpaTHYIO ABYM JIPYTUM H3THOaM.

JanpHeWmuii X0/, pa3BUTHSI TOJOBHOIO MO3ra BBICHIUX MO3BOHOYHBIX OyeT
M3JIOKEH B OOIIUX YepTax.

VYke Ha paHHHUX CTaIUSIX PA3BUTHS Pa3HbIE OTACIBI MO3Ta OTAUYAIOTCS IPYT OT
Ipyra HEpaBHOMEPHBIM YTOJIIIEHUEM CTEHOK, YTO SIBIISETCS MPSIMBIM PE3YJIbTATOM
MHTEHCHUBHOCTH KJIETOYHOTO pa3MHOXKEHHs B HUX. B oOmactu mepemanero mosra pas-
pacTaroTcs NepeHe-00KOBbIE CTEHKU, YTO MPUBOAUT K 0OpPa30BaHUIO TAphl BBHICTY-
OB — 3a4aTKOB M0JIyulaputi TOJIOBHOTO MO3Ta, KOTOPhIE 0COOEHHO CHUJILHO pa3pacTa-
IOTCSI Y BBICHIUX TTO3BOHOYHBIX, Y KOTOPBIX OHM HAKPHIBAIOT COOON BCE HAXOSIIIUECS
C3a1M OTIENbl MO3ra, BIUIOTh 10 MO3keuka. HepaBHOMEpHOE pa3pacTaHue UX IO-
BEPXHOCTH MPUBOJIUT K MOSBICHUIO TIIYOOKUX OOp03/. Y HHU3IIMX TTO3BOHOYHBIX TO-
JylIapusi IEpeAHEro Mo3ra pa3BUThl 3HAYUTEILHO ciiabee. 13 HUX 00pa3yroTcs JIUIlh
OOOHSITEIBHBIC 10U MO3Ta.

N3 GOKOBBIX CTEHOK MPOMEXKYTOUHOI'O MO3Ta BBIMSYUBAIOTCS 3a4aTKU TJa3 —
2/la3Hble ny3vlpu; YTONIEHUS OOKOBBIX CTEHOK 00pasyloT 3pumenvHule Oyepbvl. JIHO
MIPOMEXKYTOUYHOTO MO3ra (GOpMHUPYET TIIyOOKOE BBINSIYMBAHUE — 80pOHKY Mo3ra. M3
€€ HWKHETO KOHIIA BO3HMKAECT HEMpabHAsl YaCcThb BAXXHEUIIEH JKeJe3bl BHYTPEHHEU
CeKpelnuu — runodusa; Kele3ucTas 4acTb TUo(u3a pa3BUBAETCS, KaK yKe TOBOPH-
JIOCh, U3 TaK Ha3pIBaeMoOro kapmana Patke. VI3 CTEHKH MPOMEKYTOUHOTO MO3Ta, pac-
MOJIOKEHHOM €337 OT BOPOHKH, 00pa3yeTcs moa0yrpoBast 00J1acTb MO3ra — 2unoma-
Jamyc, a B 00J1acTU TOHKOHM JTOPCATBHON CTEHKH MPOMEKYTOYHOTO MO3Ta — 3nuUus3.

[To TUCTONOrHYECKOMY CTPOCHHIO CTEHKA HEPBHOHM TpyOKH (Heuposnumenuii)
OTHOCHTCS K JIOAKHOMHOT'OCJIOMHBIM 3IUTENUAM. DTO 03HAYAET, UTO Spa Clararoiuux
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e KIeToK (HeipoOIacToB) HAXOJATCS HA Pa3HBIX YPOBHAX, HO BCE HEHpPOOIACTHI
IPUKPEIUIEHBl K BHYTPEHHEW IOBEPXHOCTU HEPBHOW TPYOKM — K IOBEPXHOCTHU
Helponensa. Bo BpeMs neneHust HeipoOaacTbl OKPYIIISIFOTCS U UX SApa CMEILIAIOTCS B
CTOPOHY HEWpOLENs; B NPOMEXKYTKAX MEXKIY JCICHUSAMU HEHpoOIacThl BBITATHBA-
I0TCSl, a Apa CMEIIAIOTCA B CTOPOHY HapYyKHOM MOBEPXHOCTU HEPBHOU TpyOku. Ta-
KUM 00pa3oM, sipa HeHpOoOIacTOB COBEPIIAIOT KaK Obl YETHOYHBIE ABMXKECHUS.

Ha OGonee mo3gHuX crajnusx pa3BUTHUS, Nepel HadaioM IuddepeHIpoBKH,
HENpPOOJIaCThl OTPHIBAIOTCSA OT BHYTPEHHEH MOBEPXHOCTH HEPBHOW TPYOKU M BBIXO-
IAT U3 HEUPOAIUTENHS HAPYKY, 00pa3ysl phIXJIyIO KIETOUYHYIO MACCy — MAHMULHbILL
caoti (puc. 94). B aToM ciioe HeHpoOIacThl MPUOOPETAIOT OTPOCTKU — OeHOpUmsl
axkcowusl, peBpamiasch B AU PpepeHnpoBaHHbIe U HE CIOCOOHBIE K KJIECTOYHBIM Je-
JeHusM Hetponwl. Clenyomue TOKOJIEHUs HeUpoOJacTOB, BBIXOASIINX B MaHTHIl-
HBIN cloil, nuddepeHupyroTcs B KIETKU Hetpozauu. KneTku, ocTaBimecss BO BHYT-
peHHeM (TpuiiekalleM K HEWpOLENIo) cioe, o0pa3yloT 3neHOuUMy, BBICTHIIAIOLIYIO
IIOJIOCTH TOJIOBHOTO M CIIMHHOI'O MO3Ta.

A

Puc. 94. Cramuu pa3BUTHs HEHPOHOB LICHTPAILHOM HepBHOU cucteMsbl (110: bannuckuii, 1975):
ClIeBa — paHHSS CTAIMs, Iporepalus HeHPOIUTENUATBHBIX KIETOK; CIpaBa — IMMO3THSS CTaIHs,
(bopMHpOBaHKE U BBICEJICHHE B MAHTUIHBIN CIION HEPBHBIX KJIETOK

1.3.2.3.2.1. Pazsumue 2naz

Kak ormewanock, ria3za MO3BOHOYHBIX (POPMHUPYIOTCS M3 TaK Ha3bIBAEMbBIX
enazmulx nysvipeti. Ilo Mepe cBoero pa3BuTHs OHU BCE Oojiee OTIIHYPOBBIBAIOTCS OT
3ayaTKa MPOMEKYTOYHOI'O MO3ra, HO MIOJTHOCTBIO OT HETO HE OTIENSIOTCS, OCTaBasICh
COEIMHEHHBIMU C HUM Y3KUM KaHAJIOM — 2IA3HbIM CMeOeNbKOM.

['ma3Hble My3bIpH pacTyT MO HAMPABJICHUIO K MOKPOBHOM 3KTOAEPME U 3aTEM
COTIPUKAcaloTCs C Helo. B aTom MecTe mocnemHsst yTojmiaercs, o0pas3ys 3adyaTok
XpyCTaluKa — XpYCmManukosyro niakody. Ta 4acTp TJIa3HOTO My3bIps, KOTOpask OKa3bl-
BaeTCsl B KOHTAKTE C HEIO, HAUMHAET BISIYMBATHCA, B PE3y/bTaTe Yero Iria3Hou Iy-
3bIPb MPEBpAIAcTCs B ABYXCIOWHBIN 21asnou 6okan (puc. 95).
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Puc. 95. locnenoBarensHble CTaANK Pa3BUTHUSA T1a3a YMOpUOHA Kypullbl (110: ['onrueHkoB u 1p.,
2004): A — rnas3uHoi my3bIps (ctaaus 20 comutoB); b — riasHoii 6okan (cramgust 23 comuToB); B —
cragus 27 comutoB; ['— ctagus 30 comutos; /| — cragus 32 comutos; E — cragus 39 comurtos. 1 —
CTEHKa T71a3Horo my3bIps (A), a 3arem rinasnoro 6okana (b—E); 2 — mpe3ymnTuBHas XpycTaankoBas
skrozaepma (A), xpycranukonas minakoaa (b—I'), xpycranukossiit my3sIpék (I-E); 3 — mokpoBHas
IKTOZIEpPMa; 4 — ME3EHXHMA; 5 —TJIa3HON CTeOeNEK; 6 — 30Ha TJIa3HOM IIeH; 7 — CTEHKA MPOMEXKY-
TOYHOTO MO3Ta; 8 — BTOPHUYHAsS MOJIOCTh IJ1a3a (MOJIOCTh CTEKIIOBUIHOTO Tela)

Jlanee B mepeqHEHWKHEH YacTH Iy3bIpsi, 3aXBaTbiBas TJa3HOW CTeOENEK,
HaunmHaeTcs uHBaruHanus. [lo Mepe yriyOsieHus BIsiTaMBaHUs Kpas I1a3HOTO OoKasa
pPacTyT MO HAIMpPaBJICHUIO JAPYT K JIPYTy, HO HEKOTOPOE BPEMSI MEXITY HUMH OCTa&TCs
11eJIb, Ha3bIBaeMasl 2a3HoU 3apoovluiesoll Menblo. BHyTpeHHu cioit riaazHoro 0o-
KaJla CTAHOBUTCS 3a4aTKOM cemuamku, a Hapy>KHbIA — 3a4aTKOM NUSMEHMHO20 INU-
menus; Kpail TJia3Horo 6okaiia (MECTO Mepexojia Hapy>KHOTO JIMCTKA BO BHYTPEHHU )
CTAaHOBUTCSI 3a4aTKOM padydicku W yuiuapHoz2o mena. Jlenenne KIETOK MPUBOIUT K
YTOJIIICHUIO ¥ YBEJIMUCHUIO TIJIOMIAIN Pa3BHBAIOMIETOCS 3ayaTka ceTdyaTku. KieTku
’Ke HapyKHOTO JINCTKA UCTOHYAIOTCS U YIUIOMIAIOTCSI, CTAHOBSCH 3a4aTKOM NuUeMeHm-
HO20 dnumerusl.

[lepen Tem Kak mpeBpaTUTHCA B (DYHKITMOHHPYIONIYIO CETYATKy, BHYTPCHHUI
CJIOM TJIa3HOTO OOKaJia TOHKEH MPOUTH HECKOJIBKO ATanoB nuddepeHnuposku. Baa-
qajie KJIETKU ITOr0 3adaTKa UMEIOT OJMHAKOBOE CTPOCHHE, CXOJHOE CO CTPOCHHUEM
KJIETOK MCXOJHOTO MO3TOBOTIO 3audaTka; BCE OHW MHTCHCUBHO JemsaTcs. llepBeiMu
MIPEKPAIIAroT ASJICHUE U BCTYMAIOT HA MyTh crienuduueckoi mudPpepeHImpoBKY 21u-
abHble DIEMEHTHI CETYATKH, fA/lpa KOTOPHIX 3aHMMAIOT B 3adaTKe HaumOoliee ICH-
TPAbHOE MOJIOKEHNE. DTH KJIETKU HA3BIBAIOT MI0JLIeposbimu. VIX OTPOCTKH BBIXOIST
Ha 00€ TTOBEPXHOCTH CETUYATKH U (OPMUPYIOT €€ HAPYKHYIO U BHYTPECHHIOIO TOTpa-
HUYHBbIE MEMOpaHHI.
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Crnenyrommmu HaunHAOT TU(PGEPEHITMPOBKY OYIyIUE 2aHeauo3Hble KIETKH,
KOTOpBIE pacrojlaratoTcs MOJi BHYTPEHHEH MOrpaHuyHO MeMOpaHoil. X akcOHbI
YKJIa/IbIBAIOTCS PSIIAMU BJIOJIb BHYTPEHHEW MOBEPXHOCTU CETYATKU M, COSIUHSSACH B
e LEHTpe, BBIXOAT U3 IJIa3a IO IVIa3HOW 3apOoJbIIIeBOM IIeNd, a Mo3xKe, mocie e€
3aMbIKaHUs, — 10 TJIA3HOMY CTeOeNIbKY. DTHU aKCOHBI 00pa3yIloT 3pumesvbHblil Heps,
MOJIPACTAIOIIUN K MEPBUYHOMY 3pUTEIHLHOMY LIEHTPY — KpBbIllle OyIyIIEero CpeHEro
MO3ra.

Bcnen 3a ranTimo3HbIME KiIeTKaMu U GEpeHIUPYIOTCS KIETKA BHYTPEHHETO
SAJIEPHOTO CIIOSI — OUNOJIAPLL, AMAKPUHDL, 20PU3OHMANbHbIE KIETKU. AKCOHbl OUTONS-
POB M aMaKPUHOBBIX KJIETOK BCTYIAIOT B KOHTAKT C JICHAPUTAMH TaHTJIMO3HBIX KJIe-
TOK, (opMHUpYysT BHYTpeHHUI ceTuaThlid cioil. [lanee nuddepenHupyeTcs: HapyKHBIHI
sA0epHblll CcI0U CeTYATKU. Slapa ero KJIETOK pacrojiararoTcsl moJi Hapy>KHOM morpa-
HAYHOW MEMOpPAaHOM, aKCOHBI K€ HAMPABIISIOTCS B CTOPOHY BHYTPEHHETO SIECPHOTO
CJIOSl ¥ BMECTE C €ro JICHApUTaMu o0pa3yloT HapyX HbIM ceTyaTsiii cioi. HapyxHbie
OTPOCTKH HAPY>KHOTO SIIEPHOTO CJIOSI — MO MPOUCXOKIACHUIO JIEHIPUTHI — Mpeolpa-
3YIOTCSI B Hapy>KHbIE CETMEHTHI (POTOPELENITOPOB — NAlOYeK U KOIOoYeK. ITU Cer-
MEHTBI, IPOXOAS CKBO3b MOPHI HAPYKHOUM MOTPaHUYHON MeMOpaHbl, pacroiaraloTcs
B Y3KOU IIEJIEBUIHON MEPBUYHOM MOJOCTH Ija3a — B TOM €€ OCTaTKe, KOTOPBIA CO-
XPaHWJICS TTOCJIE MHBArMHAIIMU TJ1a3HOTO MTY3bIPSL.

[To mepe BrsiuMBaHUS TJIA3HOTO OOKaja XpPyCTAJIMKOBAs IUIAKOJIa caMa BIISIYU-
BAETCS B NOJIOCMb 271a3H020 OoKana (OHA K€ — 6MOpUYHAs NOJIOCMb 27a34d), a 3aTEM
MTOJTHOCTHIO OTIIHYPOBBIBAECTCS OT MOKPOBHOTO 3MUTENNs. Bo3HUKAET xpycmanuko-
8blll NY36IPEK — 3a4aToK xpycmanuxa (puc. 95). KieTku BHyTpeHHEr0 00paniéHHOTo K
CETYATKE CJIOS 3aYaTKa XPYCTaJuKa CUILHO BBITATHBAIOTCS W MPEBPAIIAIOTCS B nep-
BUUHbIE XPYCMAIUKOBblE B0JIOKHA, a KIETKH BHEIIHErO CJO0S COXPAHSIOT BBICOKYIO
nposinepaTUBHYIO aKTUBHOCTD M APYTHE CBOHCTBA SMOPHOHAIBHOTO SMUTEINS — U3
HUX B TEYCHUE BCEH KU3HU OpraHU3Ma BO3HUKAIOT HOBBIE (BTOPUYHBIC) XPYCTATHKO-
BbIe BOJIOKHA. OHU 00pa3yroTcsi U3 KPaeBbIX KIETOK XPYCTAIUKOBOTO SIUTENHUS, KO-
TOpPBIE TIPU 3TOM BBHITSATHBAIOTCA U YTPAuMBAIOT siipa. B HUX CHHTE3UPYIOTCS CIEIH-
buueckue OCNKU — KpUCMAaiiuKbl; TI03KE HAKOIMBIINE UX KJIETKH OTMHUPAIOT, U UX
OCTAaTKU B BHUJE BOJIOKOH BBITAJIKMBAIOTCA B IEHTP XpycCTaluka, rae hopmMupyercs
MIPO3PAYHOE XPYCMAIUKOBOE A0PO.

PacnionoxeHHbId HaJ XPYCTAaIUKOM IOKPOBHBIA 3MUTEIINN TOXKE UCIBITHIBAECT
CJIOKHBIC THCTOJIOTHYECKUE U3MECHEHMS, IIPUBOIAIINE K TOMY, YTO OH UCTOHYACTCH,
TepseT MATMEHT M CTAHOBUTCS DIHUTEIHEM po2osuybvi. Me3eHXuMa, MOACTHIIAFOIIAs
MTOKPOBHBIA dMUTEINH, TUDPEPEHIMPYETCS B CTPOMY POTOBHIIBI, BBIACISIONIYIO OO-
YyMeHo8y MembOpany. VI3HyTpH pOTOBHIIA BBICTJIAaHA TOHKUM KJICTOYHBIM CIIOEM —
oecyememosviM snumeniem, KOTOPBIN TaKKe SIBISETCS TPOU3BOJTHBIM ME3CHXHUMBI.

HakoHelr, B TOCTpOEHUH TJ1a3a YYaCTBYIOT U KJICTKH 3MOPHOHAIBHOW ME3CH-
XUMBI, TTPOUCXOIAIINE YACTUYHO M3 ME30JEPMbI, HO TJIABHBIM 00pa30M U3 HEPBHO20
epeons (em. 1.3.2.3.2.4). DT KIETKH 00pa3yroT cocyoucmyro 06010uKy Tia3a, a Tak-
Ke cKuepy.

B xoze pa3ButHs T€ 4acTH, U3 KOTOPHIX (JOPMUPYETCS TJIa3HOM 3a4aTOK, BCTY-
MarT MEXTy cOO0H B CIIOKHBIC MHAYKIIMOHHBIE B3auMoaeincTBus. Emé B Havane XX
B. OBIJIO OTKPBITO, YTO y 3apojpbliieii ampuOuil pa3BUTHE XpycTaluKa U3 MOKPOBHOM
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AKTOAEPMbI MHIYLHUpYETCs Ta3Hou vamen. [lon BIusHHMEM MepecaxeHHOM TIIa3HOU
Yalu XpyCTaTuK MOXKET BOBHUKHYTh HA HEOOBIYHOM MECTe, HallpuMep, pa3BUTHCA U3
OprolHoON Wi OOKOBOM 3KTO/IepMBbI. Takas ke MHIYKIUS HAOMI0JAeTCsl IPU Pa3BU-
THU TJ1a3a OTUI] 1 MIIeKonuTamux. Ha Oosee mo3gHuX CTagusx pa3BUTHS U Jaxe
BO B3pOCJIOM COCTOSIHUU TJjla3 CIOCOOEH OKa3bIBaTh €IIE OJIHO MHIYKIIMOHHOE BO3-
NEUCTBUE: OH BBI3BIBAET MPOCBETIEHUE MOKPBIBAIOIIEH €ro 3KTOAEPMBI, MpeBpalias
€€ B POTOBHILY.

PazButne u nuddepeHnrpoBka caMoro ria3Horo 3adyaTka (IJIa3HOW Yaliu) B
CBOIO OYEPE]b 3aBUCUT OT BO3JICUCTBUM CO CTOPOHBI OKpyX)eHus. Hekoropoe Bnusi-
HUE Ha pOCT U (pOpMy TIIa3HOTO 3a4aTKa OKA3bIBAET 3a9aTOK MM K€ WHIYIIMPOBAHHO-
ro XpyCTaJIMKa: yIaJICHUE 3a4aTKa XpPyCTalMKa BEIET K MPEKPALLIEHUIO POCTa INIa3HO-
ro 3avaTtka. Eciu ke K rima3HoMy 3a4aTky MOJCaauTh 00Jiee KPYIMHBIA XPYyCTAIUK OT
3apoJiblllia APYTroTo BUAA, TO 00BEM TTIA3HOTO 3a4aTKa TOXKE YBEIMUUBACTCS.

JuddepeHurpoBka CTEHOK IJIa3HOM Yalld B CETYATKYy M MUTMEHTHBIN dIUTE-
T B 3HAYMUTENIBHOM CTENEHU KOHTPOJUPYETCS ME3ECHXMMHBIM OKPYKEHUEM: Ta
4acTh CTEHKH IJIa3HOrO 3a4aTKa, KOTOpas OKPYKeHa ME3CHXMMOM, Ta€T HAYAJIO MHT-
MEHTHOMY 3MUTENNIO; B CETUATKY K€ Pa3BUBAETCS Ta YaCTh, KOTOpAs JIMIIEHA KOH-
TaKTOB C ME3EHXMMOM U yTOJIIAETCA B XOJ€ Pa3BUTHSL.

1.3.2.3.2.2. Pazséumue opeana ciyxa
OpraH ciayxa MO3BOHOYHBIX, KaK M OPTaH 3PEHUS, UMEET COCTaBHOE TPOUC-

XOXKJICHUE; B €r0 00pa30BaHUU yYaCTBYIOT HOKPOGHAS IKMOOEPMA W 20JI08HAsL Me-
senxuma (puc. 96, 97).
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Puc. 96. Hauano pa3BuTHs BHyTpEHHETO yXa 4elnoBeueckoro 3apojpima (rmo: Ctputep, 1945): 1 —
CITyXOBast TUTAKOJa; 2 — CITyXOBOH ITy3bIph; 3 — IIEHTpalIbHAS HEPBHASI CUCTEMA; 4 — CIMTHHASL a0pTa
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Puc. 97. Cxema pa3BuUTHS BHYTPEHHETO yXa 3apo biia uenoBeka (mo: Ctputep, 1906): 1 — 3auarok
HA0TMM(PATHYECKOTO MPOTOKA; 2 — 3a4aTOK YIIMTKOBOTO MIPOTOKA; 3 — 3a4aTOK YIUTKH, 4—6 — Tpu
MOJYKPYXKHBIX KaHana; 7 — SHAoauM(paTuieckuii Memok; 8,9 — 3a4aTku JUTHIITHIECKOTO
U KPYTJIOTO MEIIIOYKOB

W3 mokpoBHOM 3KTOAEpMBI (HOPMUPYETCS OCHOBHAS YacTh OyAyIIEero opraHa —
6HYympenHee YXo, pa3BUTUE KOTOPOTO HAUMHAETCS ¢ 0Opa3oBaHUs NApHBIX YTOJIIIE-
HUI OKPOBHOM AKTOAEPMBI Ha YPOBHE 33JIHETO MO3Ta — C1yX08blx niaaxkood. [1ogo6Ho
XPYCMAIUKOBbIM, TU TIIAKOMBI BIIOCIEICTBUU BIITYMBAIOTCA M TOYTH TOJTHOCTHIO
OTIIHYPOBBIBAIOTCS OT JKTOAECPMBI, 00pa3ys ciyxogvie nyzvipvku. Kaxaplii U3 HUX
HEKOTOPOE BpPEMsI CBSI3aH C BHEIIHEH Cpenoil y3KUM SHAOIUM(PATHUECKUM KaHaJIOM;
IIPU JATbHEUIIIEM Pa3BUTHH y OOJBIITMHCTBA MO3BOHOYHBIX OH 3aMBIKACTCA.

B cBoro ouepenn ciiyXxoBoil my3bIpEK MOJpa3AesseTcss Ha BEPXHUN U HUOKHUN
OTJEJNbI, MEXy KOTOPBIMU HMeeTcsl cialblil nepexsaT. B BepxHeM otaene oOpasy-
I0TCSL TPU HOJYKPYTJIBIX YIUIOIIEHHUS, IEPBOHAYAIBHO PACIIONIOKEHHBIX B BEPTHKAIIb-
HOM IJIOCKOCTH, a 3aTeM B TPEX B3aMMHO NEPIEHIUKYJISAPHBIX IUIOCKOCTSIX; KaX10€
U3 HUX T103KE MPOPBIBAETCS MOCEPEUHE U MPEBPALLACTCS B HOIYVKPYHCHBIU Kanal. B
HID)KHEW 4acTU CIIyXOBOTO Iy3bIpbKa MOSBISETCS MEIIKOBUIHOE B3IyTHE, a Ha €ro
KOHIIE — CJIETION BBIPOCT, KOTOPBIN Y BBICIINX MMO3BOHOYHBIX yAJTUHSAETCS U 3aKpyUH-
BAETCSl B KAHAJ CIYX060U YIUMKU; B €0 CTEHKE Pa3BUBACTCI KOPMUEE OP2aH.

OOpazoBaHue CIIyXOBOTO My3bIpbKa MHAYIUPYETCS] MPOJOITOBATHIM MO3TOM.
[lox BoO3AeiicTBMEM CaMOToO My3bIpbKa M3 OKPY’KAIOIIEH ME3eHXUMBbI (OpMHUPYETCS
XpAIIEBasi CIyXOBas Karcyia, KOTOpas B TOYHOCTH TOBTOPSET CIOXKHYIO (Qopmy
BHYTPEHHETO yXa, B YaCTHOCTHU, MOJYKPYKHBIX KaHAJIOB U YIUTKU. B TO Bpems kak
CTEHKa BHYTPEHHEro yxa oOpa3zyeT BHYTPEHHUMH, WU HnepenoHuyamvlil, 1aOupuHm,
CIIyxoBasi Karcysia GopMHUpPYET MOAOOHBIN el 1o (opMe BHEIIHUN CKelemHblll 1a0u-
puHm.

1.3.2.3.2.3. Pazsumue opeana 0OOHAHUS

Oprasbl 00OHSHMSI TO3BOHOYHBIX Pa3BUBAIOTCS U3 OOOHAMENbHLIX NIAKOO —
[IAPHBIX YTOJIIECHUN dKTOAEPMBI B IIEPEAHEN YaCTH IOJOBBI. X snuTenuil ConepKuT
YyBCTBUTEJbHBIE KIJIETKU, KOTOPbIE MOCPEACTBOM aKCOHOB CBSI3aHBI C OOOHSATEIBHBIM
OTJEJIOM TOJIOBHOIO Mo3ra. B pesynbrare paszpacTaHusi OOOHSTENBHOTO SIUTENHS
IUTAKOJIbl MPEBPAILAIOTCA B 0OOHAMENbHbIe MeuKuU, OTKPBIBAIOINECS HAPYXKY YXKe
YIOMUHABIIUMUCS OOOHATEIbHBIMU IMKAMH.
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1.3.2.3.2.4. HepsHuliti epebenb u e2o0 npouzsooHbvle

[Tpr cMBIKaHUU HEPBHOW TPYOKH KJIETKH HEPBHBIX BAJIMKOB PACIIONATalOTCs
Haja e€ JopcalibHO#M uacThio. OOpa3oBaHHAs UMHU CTPYKTypa HAa3bIBACTCS HePGHbIM
epebrem (cm. 1.2.5.3).

VYike B mpolecce 3aMbIKaHUsI HEPBHOU TPYOKH KIETKU HEPBHOTO TPEOHS BBIXO-
JST U3 COCTaBa HEPBHBIX BAJMKOB U MUTPHUPYIOT B Pa3HBIX HAMPABICHUSX, MTPOSBIISS
YAUBUTEIHHO MIMPOKUE POpMOOOpazoBaTeNbHbIE MOTEHIIMU. HekoTopble U3 HUX MU-
TPUPYIOT Ha3aJ, pacCpOCTPAHSIIOTCA MEXIY KJIETKaMH SKTOJEPMBI U MPEBPAIaloTCs
B IMIUTMEHTHBIE KIJIETKU — MenanHoyumol. YacTb KIETOK HEPBHOTO TpeOHsI MUTPUPYET B
BEHTPAJbHOM HAIIPaBJICHUU U, PACIOJarasicb MEXCETMEHTHO, 00pa3yeT CKOILJICHHE
meoyanooaacmos, nuhepeHITMPYIOMUXCSI B OunoaapHvie Helipousvl. Memaymnodmna-
CTBI, MUTPUPYIOIINE BriyOb Teda 3apoAbliia, GOPMUPYIOT eaHeIuu CUMNAMUYECKOU
U napacumnamu4eckol HEPBHOW CHCTEMBI, a TaAKXKE KICTKH UBAHHOBCKUX 000JI0UeK
HEPBOB.

13 rosioBHOM 4acTH HEPBHOI'O IPeOHs BBICEISIFOTCS KIETKHU, IPEeBpallatomecs
B Xpsujesvle, Mblieunble U coedunumenvHomkanuvie. OHA CTPOSIT XPSIIH BHUCIIE-
panbHOro ckesera (puc. 98, 99), MBIIIIBI KOKH U PECHUYHOTO TeJIa TJia3a, PhIXJIYIO
COCTUHUTEILHYIO TKaHb JUYd, A3bIKA N HUNICHEU 4entocmiu, BXOJIAT B COCTaB d0eHO-
eunogu3za, napawumosuonslx dxcenéz u makomu 3yoa. Takum 00pa3oM, KIETKU HEPB-
HOTO IpeOHs MPOSBISAIOT CIOCOOHOCTh (POPMHUPOBATH 3aKJIAIKU (HAPUMEDP, XPSILIN),
KOTOPBIE B IPYTUX CIIydasx BO3HUKAIOT U3 ME30ACPMBI.

Puc 98. ITocnenoBarenshblie cTaguu (A—B) Murpanuu kjaeTok HepBHOTO IpeOHs (3aIUTPUXOBAH) Y
3apojplieit canaMmanapsl (1o: banunckuii, 1975): x.1.— )xabepHble Jyr; T — MOAbSI3bIUHBIA XPSAILL;
M.C. — MaHUOYIApHBIE; MK.C. — MAKCHIIJISIPHBIE CKOTIEHUSI KJIETOK HEPBHOTO I'PEOHS;

CJLIL. — CIIyXOBOM IIy3BIPEK
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Puc. 99. Otnenst HepBHOTO rpedHs (mmo: Le Douarin, 1982). YepenHoit HepBHBIA TpeOeHb MUTPUPY-

€T B IJIOTOYHBIE IyTU U JIULO, I71€ GOPMHUPYET KOCTH U XPSIILl JIULIA U II€U; TaKXKe OH Aa€T MUTMEHT-

HbI€ KJIETKH U uepernHble HepBbl. [1IeiiHbIil HepBHBIM rpebeHp (pacnoaratommics BOJIU3U COMUTOB
1-7) u kpecTHOBBIN HEPBHBIN I'pedeHb (1033 coMHuTa 28) GOPMHUPYIOT TAPACUMIIATUYECKUE HE-

pBBI KUIIKH. KIIeTKu cepiedHoro HepBHOTO rpeOHs MOSIBIIAIOTCS HA YPOBHE COMUTOB 1-3, OHM UT-

paroT KJIIOYEBYIO POJIb B pa3jieNie aopThl U JIErOYHOM apTepun. KieTkn HepBHOTo rpe0Hs TyJI0BHIIA
(mpuMepHO OT YpOBHSI COMUTa 6 Ha3aJ|, BKJIOYasi XBOCT) JAIOT CHMIATUYECKUE HEHPOHBI, a 4acTh

U3 HUX (Ha ypoBHE cOoMUTOB 18—-24) popmupyet xpoMadPUHHYIO TKaHb HAATIOYEYHUKOB

[To coBpeMeHHBIM JTaHHBIM, BBEIOOP TOTO WJIM MHOTO MyTH Tud(epeHIInpOBKH
KJIETOK HEPBHOTO IPEOHS YACTHYHO OMPEACTSAETCS UX TIPOUCXOKICHNUEM, 4 YACTUYHO
— OKpY>KEHHEM, B KOTOPOE€ OHU MOMNajaoT. Tak, KJIETKU rOJ0BHOIO OT/e]a HEPBHOTO
rpebHs Bcerga audGEepeHIUPYIOTCS B XPAIIEBBIC, MBIIICYHbIE U COCIUHHUTEIHHO-
TKaHHbIE KJIETKH, JAKE €CJIM 3TOT OTHAEN MepecaauTh B IPYryro 00JIacTh (Hampumep,
B TYJIOBULIHYIO). [IuddepeniripoBka xe KIETOK, BBICEISIONIMXCS U3 TYJIOBHUIIHBIX
OTJICJIOB HEPBHOTO TPEOHS, 3aBUCUT B OCHOBHOM OT TOTO, Ky/a 3TH KJIETKH MOMAaTyT.
Hanpumep, KJIeTKH, KOHIEHTPUPYIOIIHECS MOOIM30CTH OT XOpJbl, HE3aBUCUMO OT
CBOETO MPOUCXOXKJICHUS MPEBPALIAIOTCS B HEHPOHBI, CHHTE3UPYIOLIUE KAaTE€XO0JaMHU-
HBI.
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1.4. AETEPMHWHAILIA I1OJIA

OToT BechbMa crienupuueckuii mpoiiecc, MPOUCXOISAIIUN Y dKUBOTHBIX BCEX CH-
CTEMATUYECKUX TPYMI, TOCTOUH, M0 BCEH BUTUMOCTH, 0COOOT0 PACCMOTPEHHUS.

B mepBoii yactu HacTosmero mocoOusi JOBOJIBHO MOAPOOHO obOcyxkaancs de-
HOMEH T0JIOBOr0 pa3MHOXEHUs. B JaHHOI ri1aBe Mbl BHOBb BEpHEMCS K €ro Haubo-
Jiee CIOKHOM, pacrpoCTpaHEHHON M HauMeHee MOHATHOM (opMe — reTeporamMuu.
Tounee, k ABIEHHIO TOJIOBOTO AUMOp(U3Ma, ceKkcyalbHOCTH. Ho yXe He ¢ Touku
3peHUs BOCITPOU3BOJICTBA KaK TAKOBOTO, a C TOYKH 3peHHs (POPMUPOBAHUS OPTaHU3-
Ma.

[Ton mpu3HakaMu moja 0coOU MOHUMAETCS COBOKYNHOCHb MOPEOI02UYECKUX,
Qu3uonocuieckux u nogedeH4ecKux npucnocooaeHull, obecnedusarouwux onio0omseo-
penue. TakOBBIMU SIBIISIIOTCSI HAJTMYKUE OMPEICIIEHHOTO TUIIAa TOHAJ, OPTaHoB, o0ecrie-
YUBAIOIIUX TOJIJIEPKaHKUE KU3HECTIOCOOHOCTH, a 3aT€M U BBIBEJICHHUE IMOJIOBBIX KJle-
TOK U3 OpraHu3Ma, a TaKKe BTOPUYHBIC MOJIOBBIE MPU3HAKU, OCOOCHHOCTH T0JIOCa,
noBezieHus: u ap. CBoeoOpas3ue MONOBBIX MPU3HAKOB, OTJIMYAIOIIUX HMX OT BCEX
OCTAJIbHBIX TPU3HAKOB OpPraHU3Ma, COCTOUT B MX aJIbTEPHATUBHOM XapakTepe, T. €.
OHHM MOTYT UMETh YEPThI, TAITMYHBIC JTUOO JJII MY>KCKOT0, JIMOO JIJIsl dKEHCKOTO opra-
Hu3Ma. To ecTh Bcerzia B pa3BUTUM OpraHu3Ma UMEIOTCS, TI0 KpaitHeil Mepe, JiBe mpo-
rpammbl quddepennranuu 1 Mopdorenesa, BKIIOUEHHUE KOTOPHIX 00eCredrnBaeTCsI
abTEPHATUBHBIMUA CUTHATIAMH.

W3 ckazaHHOTO BHIIHO, YTO MPOOJIeMa ONpeIeICHHS 10JIa B OHTOTEHE3€ MHOTO-
IpaHHA, MMOCKOJBKY €ro JETCPMUHAINS 3aTparuBacT pa3HbIC YPOBHU OpPTaHU3AINH
0CcO0M M OCYIIECTBISIETCA Ha Pa3HBIX CTAIUSIX OHTOTEHE3a, a 3HAYUT, 00eCreUnBacT-
Cs1 MHOTOOOpa3HBIMA MEXaHU3MaMHU.

HcTopust MONBITOK MMOHUMAHUS PWYXH, 00YCIIaBIIMBAIOIINX BEIOOP albTepHA-
THBBI PUHAITICKHOCTA K TOMY WJIM WHOMY TOJTy, JIMHHA. [[OBOPOTHBIM ITyHKTOM B
MMOHUMAaHUU TPOIECCOB JETEPMHUHAIIUU TI0JIa CTAJI0 JOKA3aTeIbCTBO CYIECTBOBAHUS
y JKMBOTHBIX TOJIOBBIX XPOMOCOM, YTBEPJAMBIIEE IMPEACTABICHHE O T€HETUYECKOMN
MIPEAOIPEACIIEHHOCTH ATOr0 Tporiecca. TeM He MeHee pacmr(poBKa KOHKPETHBIX
MOJICKYJIIPHBIX MEXaHMU3MOB OIPEJIEIICHHs 10JIa OKa3ajlach BeCbMa HEMPOCTOM 3aja-
yeil. B HacTosmiee BpeMsi CpaBHUTENBHO MOJTHOE MPEICTaBICHUE 00 3TUX Tpolleccax
MOJIy4YeHO B OTHOIIEHWU CPAaBHHUTEIILHO HEOOJIBIIOTO YHCiIa OOBEKTOB, CPEIU KOTO-
pBIX ClIelyeT Ha3BaTh Mpexie Bcero apo3oduiy, Hemarony Caenorhabditis elegans u
PAI MPEICTAaBUTENCH BBICIINX MJICKOIUTAIOIINX, BKJIIOYAs YEJIOBEKa, U HEKOTOPHIE
IPYTHE, T. €. OOBEKTHI C OTHOCUTEIBHO XOPOIIIO U3YICHHOW TCHETUKOM.

OTH WCCNeA0BaHUs MOKAa3aId CYIIECTBOBAHHE Pa3sHOOOPA3HBIX T'€HETUYECKHIX
CUCTEM, KOTOPBIC IO/ JEHCTBHEM WHHUIMHUPYIOIIETO CUTHAJIA BKIIIOYAIOT MPOIIECCHI
muddepenumanuu nona, ooecrneunnasi GOPMHUPOBAHUE BCEX CTPYKTYP, HEOOXOIUMBIX
JUTSL pETIPOTYKIIMH KUBOTHBIX.

B HayudHO# U yuyeOHOHN nuTEpaType 4acTo rOBOPSAT O T€HOTUIIMYECKOUN NeTep-
MUHAIUH T10J1a, OCYILECTBISIEMON OCOOBIMU ceHemuuecKumy CUCTEMaMH, MPOTUBO-
MOCTABJISS €U heHomunuueckyo NeTEPMUHAIIMIO TI0J1a, IPU KOTOPOil 0OHApYKUBAET-
Csl 3aBUCUMOCTD Pa3BUTHS MOJOBBIX MPU3HAKOB OT (PaKTOpOB BHEMIHEH cpeabl. Camo
1o cebe Takoe Moipa3ieJICHUuE HE BBI3BIBAECT BO3PAKEHUIM, €CITU TIPU ATOM €CTh SICHOE
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MMOHUMAHUE TOTO, YTO 8 0OOUX CYYASAX NETEPMUHAIUS TI0JIa TPOUCXOIUT NPU HENo-
cpedcmeenHom yuacmuu 2enoma. Ilpu GeHOTUTTMUECKOM OTNPEICICHUH 110J1a UMEHHO
I€HOM BOCIIPMHHUMAET HEKOTOphIe (PAaKTOPBI Cpelibl B KaUeCTBE CUTHAJIOB, KOTOPHIC
WHUIMUAPYIOT aKTUBAIMIO TEHETUUYECKUX MPOTrpaMMm, YIPaBIIAIOLIIUX MPOLIECCAMU.

KoHkpeTHble MeXaHU3Mbl ONpPEACICHUS MOoJia paziudHbl. OHO MOXET OCYy-
IIECTBIIATHCS KaK C IMTOMOIIBIO MOJOBBIX XpoMocoM (XY, ZW, X0), Tak u 6e3 HUX, C
MOMOIIIbI0 JOMHUHAHTHBIX JI€TEPMUHATOPOB I0JIa — ayTOCOM. M3BeCTeH MexaHW3M
JNETEPMUHALIMY T10J1a, CBSI3aHHBIN C MJIOMAHOCTBIO 3UTOTHI U Jp. PaccMoTpum Heko-
TOPBIE U3 HUX.

1.4.1. MexaHM3MbI JeTePMUHALUM T10JI1a C IOMOLIbIO
MOJIOBBIX XPOMOCOM

[Io Bcell BUAMMOCTH, ITOJIOBBIE XPOMOCOMBI B 3BOJIIOIIMM BO3HUKAJIA MHOTO-
KpaTHO M HE3aBUCHUMO B Pa3HbIX TPYyIIax *KUBOTHbIX. Hanpumep, X-xpoMocoma apo-
30¢uiabl 1 X-XpOMOCOMa MBIIIM B T€HETUYECKOM IIJIaHE HUYEro OOLIEro MEXIy CO-
ooii He umeroT. X uaeHTHYHOe HaMMEHOBAHUE JIMIIb yKa3bIBaeT HA TO, YTO JTH
XPOMOCOMBI XapakTEPHBI JJIi TOMOTaMETHOTO J#ceHcKo2o nojia. PaBHbIM 00pa3om He-
TOMOJIOTHUYHBIE Z-XpOMOCOMBI 0ab0o4eK U NTHULl 0003HAYAIOTCA OAHUM U TEM KE CHUM-
BOJIOM TOJIBKO IMOTOMY, YTO U B TOM U B JIPYTOM CIIy4a€ OHU UMEKOTCS Y 2oMozamem-
HO20 MYHCCKO20 TIOJA.

Kak nomnaratot, npouecchl 000cobsienus u nuddepeHimaum mojoBbIX XpoMo-
COM CTAHOBSITCSI BO3MOXKHBIMH B T€X CIIy4asiX, KOrJa B XOJ€ 3BOJIIOLMHU TOW WX HHOU
TPYIIbI )KUBOTHBIX B OJTHOM M3 Map TOMOJOTHYHBIX ayTOCOM BO3HUKAIOT MEXaHU3-
MBI, OrpaHUYMBarolIMe KpoccuHroep. Kak mnpaBuio, rerepoMop@Hbie MNOJOBBIE
XpPOMOCOMBI TOSIBJIIFOTCS B 3BOJIIOLIMOHHO MPOJBHHYTHIX rpymnmnax. Hampumep, y
3MEU CTaHOBJEHHE W- U Z-XpOMOCOM XOPOUIO IMPOCIIECKUBAECTCS B IBOJIOLIUOHHOM
PAY yAaBbl — YU — raJioku. Y Hanbosee MPUMUTUBHBIX YIaBOB C UX PYyJIUMEHTAMHU
Ta30BBIX KOCTEH M 3aIHUX KOHEUHOCTEH JJIsi OOJIBIIMHCTBA BUIOB XapaKTepHa TOMO-
MOpQust XpoMOCOM. Y OOJIBITMHCTBA YXKEH MOJIOBbIE XpoMocoMbl ZW-Tura reTepo-
MOP(HBI, HO OOBIYHO UMEIOT OJAMHAKOBYIO JUIMHY W Pa3IUYarOTCs JIMIIb pa3MepaMu
mwied. Y 0oJiee BBICOKOOPTAaHU30BAHHBIX TaIOK Z- 1 W-XpOMOCOMBI YETKO pa3iinya-
I0TCSI CBOMMH HEOJIMHAKOBBIMH pa3MepamMu. AHAJIOTMYHAs KapTUHA HAOIMIOAAeTCS U 'y
ntull. Ecin y 6onsmmHcTBa BU10B Z 1 W rerepomopdHsl (kpynHas Z u menkas W),
TO B JPEBHEU rpyIine OECKUIEBbIX MTHIl 3TH XpOMOCOMBI ToMomMopdHbl. Ho Xpomo-
COMHOE OIpEIETICHNE TT0JIa MOKET PEAIN30BaThCA U Y KUBOTHBIX, KOTOPHIE HE UME-
IOT 0COOBIX MOJIOBBIX XPOMOCOM.
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1.4.2. MoJiekyJISIpHO-TeHETHYECKHUE ACTIEKThI IeTePMUHALMS M0JIa
y Apo3opuibl (X:A-MexXaHU3M)
CkpelrBasi TPUIUIOUHBIX CaMOK Jp030(GuUiIbl C JUIIOUIHBIMU camiiamu, K.
bpumxkec (1891-1970) B 1920-X rr. mojaydms MyX C pa3HbIM YHCJIOM IOJIOBBIX XPO-
MocoM Hu aytocoM (puc. 100).
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Puc. 100. CootHomeHne yrcia X-XpoMOCOM U ayTOCOM Yy Apo30¢uit pa3Hoi mronaHocta (to: y-

OounuH, 1970): 1 — qunionaHas caMKka; 2 — IUIUIOUIHBIN caMell; 3 — HHTEPCEKC; 4 — «CBEpPXCaMKay,

5 — «cBepxcaMeny; 6 — TPUIUIOUIHAs caMKa. X-XpOMOCOMa BhIICJIeHa YEPHBIM IIBETOM; ayTOCOMBI
HE OKpalIeHbl; Y-XpOMOCOMa MTOKa3aHa MyHKTHPOM

[Tpu 3TOM OKa3aI0Ch, YTO MOJ MOTOMKOB KOPPEJIMPOBAH C MOJIOBBIM HHACKCOM
(IP), T. e. c oTHOIIEHHEM YHCIa X-XpOMOCOM K uncity HabopoB ayrocoMm (IP=NX/SA,
rae NX — guciao X-xpoMmocoM, a SA — gyucio HabopoB aytocoM). [Ipu uHmekce, pas-
HOM WJIM TIPEBBIMIAIONIEM €IMHHILY, 0coOU ObUTH skeHCKoTo Toa. [Ipu unnekce, pas-
HOM miau MeHbmeM 0,5, ocobu Obutr Myskckoro moja (tadma. 1). IlpomexxyTodnbie
3HaueHus Mexay 1 u 0,5 ObUIM XapaKTepHbI JIsl HHTEPCEKCOB, KOTOPhIE 00JIaatoT
MIPU3HAKaMH ¥ )KEHCKOTO, M MY»CKOTO TTOJIa.

Ta6nuna 1. IMososoii uaaexe Drosophila melanogaster, & XY, @ XX
(mo: oumya, 2005)

Crpykrypa WNuneke X:A

Hon TnounmocTs reHoma IP=NX/SA
Myxckoit JlnniaougHeIe XY, 2A 0,5
X0,2 A 0,5
JnniaougHeIe XX, 2A 1,0
Kenckuit TpuruiongabIe XXX, 3A 1,0
TerpamiongHbie XXXX, 4A 1,0

[Toy4eHHBINH pe3yNbTaT, CBUACTEIHCTBYIOIINI O TOM, YTO HampaBiieHUE qUd-

dbepeHImanuy nojia 3aBUCUT OT COOTHOIIEHUS YHClIa X-XpPOMOCOM U ayTOCOM, OT-
KPBUI MyTh I pacIu(pPOBKH MEXaHU3MOB, KOHTPOJIUPYIOMUX ITOT mpoiecc. Oka-
3aJI0Ch, YTO Y-XpoMocoMa y Npo30duibl HE CBsI3aHa C JAeTepMHUHANMel mona. JKu-
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BOTHBIE ¢ TeHOTHNIOM X,0, Y KOTOPBIX MOJOBOM MHIEKC He mpesbimaeT 0,5, mudde-
pPEHIUPOBAINUCH Kak camilbl. OAHAKO 3TH camilbl CTEPWIbHBI, MOCKOJIbKY Oe3 Y-
XPOMOCOMBI CIIEpMATOTeHe3 HE TPOUCXO0UT. JlaHHbIe 00 omnpeeneHu  moja B COOT-
BETCTBUM C TIOJIOBBIM HHJEKCOM OOHapyKMBAIOT YCIOBHOCTH MOHSTHSl «IOJIOBas
XpOMOCOMa» W MOAYEPKUBAIOT BAXKHOCTH I JETEPMUHAIIMU TI0JIa TEHOB @)MOCOM.
BaxxHolt 0COOEHHOCTBIO OTpEeIeHHs ToJia Y APOo30(HIIbI U, TO-BUAUMOMY, V ApPY-
I'MX HACEKOMBIX SIBJIIETCS aBTOHOMHBIH, «KJIETOYHBII» YPOBEHb PELICHUS TPOOJIEMBI.

HccnenoBanus mokasalid, 4TO KOPPEISIUsS MOJOBOTO MHACKCA C MOJIOM OIpe-
JIeNIAETCS COOTHOIICHUEM 2eHONPOOYKMO8 — OEJKOB, IKCIPECCHs KOTOPBIX KOHTpPO-
JTUpyeTcs TeHaMu X-XpOMOCOMBI U TeHaMH ayTocoM. [lepBhie MHOTIa HA3BIBAIOT Te-
HaMU YUCIIHUTEIIS, WM TeHaMH-HyMepaTOpaMu, BTOPbIe — T€HAMH 3HAMEHATEIS, WJIH
reHaMU-JICHOMUHATOPAMH.

MexaHu3M JeTepMUHAITIHN )KEHCKOTO ¥ MY>KCKOTO TI0J1a y Ip030(HIIbl OCHOBAaH
Ha aJbTEPHATUBHOM cCIUIaiicuHre TpEX reHoB — sexlethal, transformer u doublesex,
KOTOpbIE 00pa3yloT HEPAPXUUECKYIO 1EMOYKY. TpaHCKpUINIIMOHHAS aKTUBHOCThH KaX-
JIOTO U3 ATUX I'€HOB OJiaroiapsi aJbTEPHATUBHOMY CIIAHCUHTY MOKET pean30BaThCs
B CHMHTE3€ JIBYX Pa3JIMYHBIX OEJIKOB, OJUH M3 KOTOPHIX OOECHEUMBAECT Pa3BUTHE IO
KEHCKOMY ITYTH, a IPYTON — 10 MYKCKOMY.

1.4.3. MoJieKkyJISIpHO-TeHETHYECKHE ACTIEKTHI JIeTePMUHALIMH 110J1a
y HemaTtoabl Caenorhabditis elegans (X,0-mexanusm)

VY C. elegans ocobu 00BIYHO MpeCTaBICHBI ABYMs (hopMaMu: camIlaMu U rep-
MadpoauTamMu, XOTs y OJIM3KUX €My BUAOB UMEIOTCS HE TepMappOAUTHI, & CAMKH.

Jlueamemmuwvimu SIBISFOTCS OCOOU MYIHCCKO20 NOJA ¢ OAHOM MOJOBON XPOMOCO-
Mot (XO0). B renome eepmagppooumnvix ocodbeit uMeroTcs 0ee X-xpomocomai.

I'epmadpoautuzm C. elegans mociienoBaTeIbHBIN: B KaUeCTBE CaMIIOB OCOOHU
XX BBICTYIAIOT HA CTaUU JUUYMHKH. [10 Mepe pa3BuTusi Takue ocoou mpeBpalaroT-
cs B camok. Oka3zanock, 4To oHa X-XpOMOCOMa B pAacU€Te Ha IUIIJIOMIHBIA T€HOM
HejocTaToyHa A1 (OPMUPOBAHUS JKEHCKOM TOHaIbl M MHBIX KEHCKUX PEIpOAYK-
THUBHBIX OopraHoB. Haimuune nyx X-XpoMocoM cO34aET NPEAITOChUIKH Pa3BUTHUS KEH-
CKOTO (peHOTHIA, HE MPEMATCTBYSI, OJJHAKO, PAa3BUTHUIO CEMEHHHUKA, YTO, BO3MOXKHO,
00yCJIOBJIIEHO OCOOBIMH MEXaHM3MAaMH MHAKTUBALMU OJHOM M3 X-XpOMOCOM Ha paH-
HUX cTaausX pa3BuTus. ITockonbKy y repmMadpoauTHBIX 0COOEH BCe ClIEPMUN UMEIOT
X-XpoMOCcOMy, TIpY CaMOOILJIOIOTBOPEHUH O00pa3yroTcsl MOTOMKHM € F€HOTUNOM XX,
T. €. UCKIIIounTeNbHO TepMmadpoauTsl. [locne cnapuBanus camiioB (X0) u repmadpo-
TUTHBIX camMok (XX) cooTHomeHue MyKckux ocodeir (M) u repmadpoautos (I'd)
Cpely MOTOMKOB, KaK U cieayer oxunarb, M : I'dp = 1:1.

[TockonbKy mpu mosjgoBoM uHAeKkce X/A=1 oOpazyrorcs repMappoauThl, a Mpu
X/A=0,5 — camupl, oueBugHO, uTo y C. elegans MOKHBI CyHIECTBOBaTh T'€HbI-
HYMEPATOPBI, AaKTUBHBIE B X-XPOMOCOME.

JleficTBUTENBHO, OBUIO BBISBIEHO HECKOJBKO TE€HOB-PErYJISITOPOB MEPBOrO
JJIeMEHTa Kackajaa, npudyeM 16 Takux reHoB HaxoJsATcs B ayTocomax, a JBa B X-
xpomocome. CBoeoOpa3zue mexaHuzMa gerepmuHainuu nona y C. elegans coctowur,
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TaKUM 00pa3oM, B TOM, YTO B €r0 OCHOBE JICKUT MPUHIIUAT YePEAYIOIICHCS aKTUBHO-
CTH T€HOB, KOTOPBIE COCTABIISIIOT PETYJIATOPHBIN KACKA/.

Hekoropsle uepThl Mexanusma omnpezenenus nona y C. elegans HanmoMuHaroT
OpraHu3alMIo 3TOro Ipoliecca y apo3oduibl. [Ipexnae Bcero, Helnb3s HE OTMETHUTH
LEJUTIOJISIPHBIN XapakTep 3TON IeTEpMHUHAIMU: B KAXKIOW KIIETKE HEMATOAbl UMEETCS
BCE HEOOXOIUMOE JIJIsi aBTOHOMHOTO pelieHust mpooaembl. CX0ACTBO €CTh U B HaJu-
YU MOJIEKYJSIPHOTO MEXaHU3Ma, «CUHUTAIOLIEro» 4Yhciio X-XpomMocoM. OYeBH[IHBI,
BMECTE C TEM, U CYLIECTBEHHBIE Pa3INyus. DTO KAcAETCs MPEXIEC BCEr0 MOJIEKYJISIP-
HO-OMOJIOTUYECKON MPUPOBI MEXaHU3Ma JeTepMUHauuU 1osa. Ecnu y mpo3oduisl
nMeeTcs Kackaa anbTepHatuBHBIX crutaiicuaroB HPHK, to y C. elegans coBepriiieHHO
WHBIE MEXaHU3MBI PETYJSIIUA aKTUBHOCTH T€HOB. Y JP030(UIIBI IPOUCXOIUT MOCTIE-
JoBaTeNbHas aKTUBALUA TeHOB Kackada, y C. elegans — mocineaoBaTeabHOE UX UHTH-
OupoBaHHe.

1.4.4. MoJiekyJISIpHO-TEHETHYECKHE ACTIEKTHI JIeTePMUHALIMHI 110J1a
y MmjekonuTtaomux (X, Y-MexaHusm)

[To Bceli BUIUMOCTH, TTOJOBBIE X- U Y -XPOMOCOMBI MIIEKONIUTAIOIIUX BO3HHK-
JY W3 Tapbl UACHTUYHBIX ayTocoMm mpuMepHo 240-300 MiIH JeT ToMy Hazaj, Mmocie
000coOJIeHUsI ABOJIIOIIMOHHONW BETBH, BEAyIIEH K MileKomUTaomuM. CBUIETENb-
CTBOM OOIIIHOCTH MPOUCXOXKJCHHS 3THUX XPOMOCOM CIykaTt 19 coxpaHuBIIUXCS J0
HallUX AHEH o0mux s X- U Y -XpOMOCOM aHIIECTPAIbHBIX TEHOB.

PacmmdpoBka MOJEKYISIPHBIX MEXaHU3MOB JETEPMUHAIIMU T0Ja Y MIIEKOMH-
TAIOINX IO CYIIECTBY Hadajgach B KoHIE 1950-x TT., KOTma crajgo 04eBUIHO, YTO Y
BBICIIIUX MJICKOTUTAIOIIUX B IETEPMUHALIUA MY>KCKOTO T0JIa PEIIAIOIIYI0 POJIb Urpa-
eT Y-xpoMocoMa. B mosis3y npeacTaBieHusl 0 TOM, 4TO B Y -XpOMOCOME COCPEAO0TO-
YeHbI T€HBI, JCTEPMUHUPYIOIIUE MYXKCKOW TOJI, TOBOpHIK MHOTHE (hakThl. Hampu-
Mep, B OTCYTCTBUE Y-XpoMocoMbI (X0 TeHOTHIT) BCEria pa3BUBAJICS KEHCKUN (eHO-
TUI; TIPU HAIWYAHM Y -XPOMOCOMBI JIa’)K€ CYIIECTBEHHOE YBEIMYECHHE 4uciaa X-
xpoMocoM (48, XXXY) He HapyIaio pa3BUTHS 0COOM MYKCKOTo mojia. CI0XKuiIoch
MPEAICTABJICHUE O TOM, YTO B Y-XpOMOCOME MJICKOIUTAIOIIUX UMEETCs OCOOBIN I'eH,
HaJM4Khe KOTOPOTrO MpenomnpeneiseTr pa3Butue cemeHHuka. Juddepennumanus mo-
CJICIHETO CBS3aHA C BBIPAOOTKOM TOPMOHAJILHOTO CHUTHAja, CIOCOOCTBYIOIIETO pas-
BUTHIO MYKCKOTO (eHoTuna. C 3TOM TOUKM 3peHUs, JeTepMUHAIUS PAa3BUTUS Ce-
MEHHHUKA MPEACTaBIsIeT CO00H nepsuyHoe onpeneeHue mosa, Toraa kak GopMupo-
BaHUE MYXXCKOro (peHoTHumna mojJi BIUSHUEM TOPMOHAJBHBIX CHUTHAJIOB COCTaBIISIET
émopuuHoe onpeneseHue noJa.

VYuyacTtue ropMOHOB B JIETEPMUHAIIMY TI0JIa y MO3BOHOYHBIX KMBOTHBIX MOCTY-
JUPOBAJIOCH YXK€ JaBHO. ODKCIEPUMEHTHI, BblloJHEeHHbIe B 1910-1920-x rr., He
OCTaBJISLJIA COMHEHUSI B TOM, UTO MPU KACTPALIMK B3POCIBIX KPBIC U MOPCKUX CBUHOK
MIPOUCXOJIUT CYIIECTBEHHOE M3MEHEHUEe (PEeHOTUIa JKMBOTHOTO, KOTOpoe emé Ooee
YCUJIMBAJIOCH MPU TPAHCIJIAHTALMK MOJIOBBIX KEJIe3 MPOTHUBOMOJIOKHOTO 1ona. [Ipu
KacTpallud MYXCKHX 0cOoOel M TpaHCIIaHTAIlMU UM SMYHUKa HaOmomanu (GpemMuHu-
3aIuio )KMBOTHOTO. [Ipy KacTpamuu KEHCKUX 0COO€H U TpaHCIUIAHTAIUA UM CEMEH-
HUKa MIPOUCXOUIIa MACKYJIMHHU3ALIHSL.
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OnBITH MO KacTpaIuy 3apOIbIIIeH MICKOTUTAIONUX MTOKA3aJIH, YTO YIAJICHHUE
SMYHUKA y 0CO0€H )KEHCKOTO TM0JIa HE BBI3BIBACT CYIIECTBEHHBIX N3MEHEHUH: KaK U B
HOpME, Y HHX TPOMCXOJUT JETeHEpalrs BOJb(POBBIX MPOTOKOB, MPEOOpa30OBaHHE
MIOJUIEPOBBIX MPOTOKOB B siflieBobl; GopmupoBanue maTtku (puc. 101). Haobopor,
yIaJICHHEe CEMEHHUKA BBI3BIBACT WMHBEpPCHIO AuddepeHnanum, CBI3aHHYIO C TEM,
YTO IMOCJIe TaKOH orepari BOJIb(POBHI IPOTOKH JAETEHEPUPOBATH, TOT/IA KaK MIOJLIE-
POBBI TIPOTOKH Pa3BHBAINCH, 00pa3ys JKEHCKHE IOJIOBbIe opraHbl. [Ipum mepecanke
CEMEHHHKA KaCTPUPOBAHHBIM 3apOABIIIAM C MY)KCKUM TE€HOTHIIOM Pa3BUTHE MYK-
CKOTO (heHOTHITa BOCCTAaHABIMBAJIOCH. bolee TOro, TpaHCIUTAaHTAIUSl CEMEHHUKA Ka-
CTPUPOBAHHBIM W JaK€ HOPMAJIbHBIM 3apOAbIIIaM >KEHCKOW MPHUPOIBI BbI3bIBAJIA
aTpo(UI0 MIOJUIEPOBBIX MMPOTOKOB U (popMUpOBaHUE PEHOTUITMICCKUX CAMIIOB.

. Puc. 101. 3aBUCHMOCTh I€TEPMUHAIINH I10JIa OT
HAJIMYUS MY>KCKHUX TIOJIOBBIX TOPMOHOB (110: JIeBu-
Ha, 1974): A — HopmanbHOe pa3Butue; b — ka-
cTpauus; B — kactpanus ¢ nocienyroniei TpaHe-
IJIAHTALMEN CEMEHHUKOB MJIM MHBEKIIUEN aHApOre-
Ha. UEpHBIM 11BETOM 0003HAUYEHBI OPTaHbl 3apO/Ibl-
1IeH MY’KCKOTO 10J1a, IITPUXOBKON — )KEHCKOT0;
CBETJIBIM MOKa3aHbl OpraHbl Ha UHIU (D epeHTHON
cTaguu; 0000BHIHAS CTPYKTYpa — TOHAIBL; KPYKOK
— LIEHTpP FOHAJOTPOIHON CEKPELIUH; TPEYTOJIbHUK —
MOJIOYHAs XKeJle3a; IPSIMOYTOJIbHUK — OPTaHbl ypo-
TE€HUTAJIbHOTO CUHYCA U T€HUTAINH; CIUIOLIHBIE JIU-
HUU — BOJIb(OB MPOTOK; IITPUXOBbIE TUHUHU — MIOJ-
JIEPOB IPOTOK

3aBuCUMOCTh TudPpepeHrai Boab(OBbIX
MPOTOKOB OT TOPMOHAJIbHBIX (PAKTOPOB HC-
CJIeIOBaHA B YCJIOBHUSIX OPraHHOW KYJIBTYpbI
in vitro. Bonb(poBbl NPOTOKU KPBICHI KYJIb-
TUBUpOBaK: 1) Ha OOBIYHOM cpene; 2) Ha
cpele, coaepiKalle dKCTPAaKT U3 CEMEHHU-
Ka; 3) Ha cpene ¢ 100aBJICHUEM aH/IPOTEHOB
U, HaKOHel, 4) Ha cpelie, coaepKalleil IKc-
TpakT u3 sWYHUKA. Bonb}oBbl MpoTOKH
nudpepeHInpoBaINCh TOJBKO BO BTOPOM U
TPEThEM BapUaHTax, T. €. JIMIb B TE€X CIyYa-
AX, KOT/Ia B KyJbTYpaJbHOUN Cpelle UMENUCh
MY>KCKHE I0JIOBble TOpMOHBI. Takum o0Opa-
30M, cynb0a BOJH(OBBIX MPOTOKOB 3aBUCUT HE OT KapUOTHIA KYJIbTUBUPYEMOIO Op-
raHa, a OT BEIIeCTBA, CAHTE3UPYEMOro B CEMEHHHKE (2 UMEHHO OT TECTOCTEPOHA).
[Ipu nccnenoBaHUM pa3BUTHS MIOJUIEPOBBIX IPOTOKOB OKa3ajaoCh, YTO OHHU 3a-
KJIQJIBIBAIOTCS Y 3aPOABILIEH U MYHCCKOU, U HCEHCKOL TIPUPOJIbl, UMEIOIIUX COOTBET-
cTBeHHO XY- u XX-1mojoBble XpoMocoMbl. OnaHako y XY -3apoablied 3TH TPOTOKU
JIETeHEpUPYIOT BCKOPE IMOCIIE 3aKJIaKi ceMeHHUKa. OHU pa3BUBAIOTCS Y 3apO/IbIIIeH
XX, a takxe y kactpaToB. M3yueHue pa3BUTHS MIOJJIEPOBBIX MPOTOKOB in Vvitro mo-
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Ka3aJo, YTO OHM XOpPOILO Pa3BUBAIOTCS B cpelie 0e3 ropMOHOB, UHANGDDEPEHTHBI K
aHAporeHaMm, HO HE MOTYT Pa3BUBAThCS B MPUCYTCTBUM CEMEHHHUKA, YTO YKa3bIBAET
HA TO, YTO CEMEHHHK CIY)XUT UCTOUHUKOM HE TOJILKO TECTOCTEPOHA, HO U crienudu-
YECKOT0 aHTUMIOJUIEPOBCKOTO (haKTopa.

C y4€TOM JaHHBIX O POJH TOPMOHOB CEMEHHHMKA B Pa3BUTUU MPU3HAKOB MOJIa
MO>KHO BBIJICJIUTH TPU OCHOBHBIX dTama JeTePMHUHAIIMY I0J1a Y BRICIIUX (TIJIalleHTap-
HBIX) MJIIEKOTTUTAIOUIUX

a) 3akyaaka nHauddepeHTHON TOHAbL;

0) meTepMHUHAIMS T10J1a TOHAIBI U €€ TiepBUYHas auddepeHmanus;

B) TOpMOHO3aBucuMas (aza auddepeHimaluy moia.

VY cyMuaThIX MEXaHU3M JCTEPMHUHAINH T0JIa 3aMETHO OTIMYACTCS OT OMHCAH-
HOTO. Y >KMBOTHBIX 3TOH TPYIIbI HEKOTOpPbIE MPU3HAKU MOJIOBOTO IuMopdu3Ma mo-
ABIISIIOTCS Ha CTaIUAX, MPEAIIeCTBYIONUX AuddepeHuaniy roHaa 1 COOTBETCTBEH-
HO MOSBJICHUIO TOPMOHAJIBHOTO curHana. Tak, y Bajutabu oOpa3oBaHuE CEMEHHHUKOB
HAYMHAETCS TOJIKO MOCTIE POXKIACHUS — Ha 3-i IeHb pa3BUTHS B CYMKE, TOT/1a KaK 3a-
YaTOK MOUIIOHKM 3aKjajbIBaeTcsi U (opMupyercs eumE B MepHoJ] dMOPUOHAIBLHOTO
pa3BUTHS. 3a4aTKU MOJIOYHBIX JKEJIE3 y 3apOJIbIIIeH T€eHOTUMUYECKH KEHCKOTO T0J1a
Tak)Ke 00pa3yroTCs 3a10Jr0 10 poxaAcHus. MlHTepecHo, YTO pa3BUTHE STUX OPTaHOB
HE YYBCTBUTEIBHO K TOPMOHAJIBHBIM BO3JCUCTBUAM. Tak, €Ciau HOBOPOKICHHBIM
’KEHCKOTO T0JIa HHBEIUPOBATh TECTOCTEPOH, TO MOIIOHKA (Scrotum) He pa3BUBaETCH,
a UMEIOMINECsS 3a4aTKH MOJIOYHBIX JKeNE3 HEe pe3opOupyroTcsa. AHATOTHYHO, HHBEK-
1[Us1 )KEHCKOT'O MOJIOBOI'O TOPMOHA 3CTPAANO0Ia HOBOPOXKACHHBIM MY>KCKOW MPUPO/IbI
HE UHTUOUPYET pa3BUTHUS SCrotum U HE CTUMYJIUPYET PA3BUTHUS MOJIOYHON KEJE3bl.

C y4€TOM STUX JaHHBIX HENb3S UCKIIOYUTH, YTO MPEJICTABICHUE O TpeXdTall-
HOM JIeTepMUHAIIMU TI0JIa Y TUIAIICHTAPHBIX MJICKOMUTAIOMIUX SIBISETCS M3BECTHBIM
YIPOILIEHUEM PEAIBHON CHUTyalMH. [[eHCTBUTENBHO, UMEIOTCS CBUAETENBCTBA TOTO,
YTO HEKOTOpbIE MPU3HAKH MOJIOBOTrO nuMopdusma 3apoasiieii Eutheria nosiBisitores
Ha JIOMMIUIAHTAIMOHHBIX CTAAMSIX, T. €. Ha CTAAMIX, MPEIIICCTBYIONUINX 2UCIOI02U-
yexou nuddepeHuranuu CeMEHHUKOB. BO3MOXKHO, YTO Tak kK€, KaK U y CyMuaThIX,
HEKOTOpbIE YEpThl IMOJIOBOTO JUMOp(dH3Ma 3apOAbIlIel ONpEeAestoTCS HENnocpe-
CTBEHHO TE€HOTUIIMYECKU, a HE OIMOCPEIOBAHHO TOPMOHAIBHBIMU CUTHaamu. W3-
BECTHO, HAlpUMEpP, YTO MPEAUMIUIAHTAIIMOHHBIE 3apOJBIIIN MYKCKOW TPHUPOIBI
O0OBIYHO pacTyT ObIcTpee, yeM XX-3apOJIbIIIH; €CTh YKa3aHUsl Ha aHTUTEHHBIC Pa3Ju-
yug XX 1 XY NpeIuMITIaHTalMOHHBIX 3aPOIbIIICH.

B cBO€ BpeMst HACTOsIIEN CEHCAIMEN CTaIO OTKPBITHE Y YTKOHOCA JECATH I10-
JIOBBIX XpPOMOCOM: B TEHOME CaMIIOB OKa3aJoCh MITh X- U MATh Y-XpOMOCOM, TOTJa
KaK y CaMOK — JecsiITh X-XpoMocoM. Uem 00yClIoBI€Ha 3Ta MHOKECTBEHHOCTh TOJIO-
BBIX XpOMOCOM YTKOHOCA M KakK 00ecreynBaeTCsl cerperalys MoJOBBIX XPOMOCOM B
Mero3e npu (OPMUPOBAHUH TETEPOTAMETHBIX CIIEPMATHI, COACPIKAIIUX TISITh X - WUIIH
1ATh Y -XPOMOCOM, BBISICHUTD €UIE MPEACTOUT.
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1.4.5. lerepmuHanus mosaa y ntun (ZW-mMmexaHu3M)

[ITULIBI UMEIOT 2emepo2amemHblli HCeHCKUL TIOJ, © B COOTBETCTBUU C 3TUM UX
TOJIOBBIC XPOMOCOMBI 0003HavaroTcsi cuMBosiaMu Z 1 W. Camiibl romorameTHsl (ZZ).

[Ipu Takoil CTpyKType reHOMa BO3MOKHBI, 110 KpailHEH Mepe, B€ MPHUHIUIIN-
aJbHO PA3JIMYHBIE CXEMBI JIETEPMUHALINY T10JIA:

a) «KOJMYECTBEHHAS» U

0) «KaueCTBEHHAs.

B nepBoM ciydae MOXKHO NPEIIONIOKHUTh, YTO JETEPMUHALIMA MY’KCKOTO I10Ja
BO3MO>KHA IIPY HATWYNH TOCTATOYHOTO KOJIMYECTBA TEHONPOIYKTOB, CBA3AaHHBIX C Z-
XpPOMOCOMOM, BO BTOPOM — MOKHO JOIYCTUTh, 4TO W-XpOMOCOMa HECET I'€H, KOTO-
PBIM CIY’KUT KIIFOUEBBIM ISl IETEPMHUHALIMM )KEHCKOTO noja. [Ipsamoe pemenue ston
JUJIEMMBI OKa3aJIOCh HEBO3MOKHBIM, IOCKOJBKY y NTHIl HE YAAIOCh NOJYYUThb
aHAYIUIOU]IOB IO MOJIOBBIM XpoMocomaM tuna ZZW u Z0.

1.4.6. lerepMuUHANMSA 10J1a Y TYTOBOI0 HIEJIKONPSIAA
Bombyx mori (Z W-mexanusm)

Boigarommumes poccuiickum smOpuosiorom u reHetukoM b. JI. ActaypoBbiM
OBLIIM TIOJIYYEHBI U MOJPOOHO U3yUEHBbI pa3HooOpa3Hbie (HOPMBI TYTOBOTO HIEIKOMPSI-
71a ¢ pa3HbIM KOJUYECTBOM ITOJIOBBIX XpoMOcoM (Tadum. 2). Oka3aiock, 9TO pa3BUTHE
CaMOK HE3aBUCHMO OT IJIOMAHOCTH MPOUCXOJIUT JIMIIIb B TEX CIydasiX, KOrja B I€HO-
Me uMeetcst XoTs Obl ogHa W-xpomocoma. b. JI. ActaypoB npeamnonoxui, yto W-
XpPOMOCOMa TYTOBOTO HIEIKOMPSIa COACPKUT JOMUHAHTHBIC T€HBI-ACTEPMUHATOPHI
KEHCKOTO 1oJla. AHAJIOTUYHBIA MEXaHU3M MPEAINoaraeTcsi U y HEMapHOro IIEIKO-
npsaa Lymantria dispar.

Tabmuna 2. Ilo10Boii MHAEKC y TYTOBOro mejkonpsiza Bombyx mori,
32ZZ, 3ZW (no: Acraypos, 1966)

Crpykrypa | Unnekc
reHoma Z:A
JurionHbIe 77, 2A 10

Camubr Tpurmougusie 277, 3A 1,0
Terparonnnsie (ZZ77,4A (1,0
Camku |[lunimonHbie ZW, 2A 0,5
Tpurongusie |ZZW, 3A 0,67
ZWW,3A 0,33
Terparonnnasie |ZZZW,4A (0,75
ZZWW, 4A 10,5

ITon Ilnonnuoctb

[TonnmMaHye MUTOTCHETHKHU JIETEPMUHAIIMY TI0JIa CTAJIO 0OJiee MOJTHBIM MOCTe
skciepuMeHToB b. JI. ActaypoBa mo ympaBieHUIO COOTHOIIEHUEM 1oJioB. [Tomumo
TEOPETUYECKOI0 UHTEPECA ITU MUCCIIEAOBAHMS, BBIIIOJIHEHHBIE HA IEJIKOBUYHOM YEP-
BE, UMEJIMU MPAKTUYECKUI CMBICH, TaK KaK MIEJIKOHOCHOCTh Y CaMIIOB NMPUMEPHO HA
25-30% BbIIIIE, UYEM Y CAMOK.
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1.4.7. lerepMuHanusa mosa 0e3 y4acTusi OJOBBIX XPOMOCOM

[To Bceil BUAUMOCTH, T€TEPOXPOMOCOMHBIN THUIl AETEPMUHAIIMU T10JIa, PA3HO-
oOpa3Hble MOJIEKYJISIPHO-TEHETUYECKUE MEXAaHU3Mbl KOTOPOT'O U3yY€Hbl Y HEMHOTHUX
BUJIOB KUBOTHBIX, IIUPOKO pacrpocTpaHéH B npupoje. OHO U3 €ro mperuMyIiecTB
COCTOUT B MOJJCPKAHUU am¢hoceHuu — PaBHOTO YUCICHHOTO COOTHOIIEHUSI ocolei
pasHoro noJia B nomyisiuu. OnHako aM(oreHuel He UCYEpNbIBAETCSI BCE MHOT000-
pasue 3TOro SIBJICHUS.

Tak, B HEKOTOPBIX CIy4asx HAOIMIOAACTCS appeHoceHusi — Pa3BUTHE B TIOTOM-
CTBE OcOOel JHIIb MYoHCCKO20 TIONA, YTO MOXKET OBITh OOYCIIOBJIEHO, HAmpuMmep,
CIEIUICHHBIM C TIOJIOM JICTIBHBIM (PAKTOPOM, MPU HATUYUH KOTOPOTO 3aPOIBIIIN
KEHCKOTO TI0JIa 3JIMMUHHUPYIOTCS. AHAJOTMYHO B MOTOMCTBE MOTYT BO3HUKAaTh HC-
KIIFOUATEITLHO KEHCKUE 0COOM — TaK Ha3bpIBaeMasi menucerus. [[puauHbl CMETeHUs
KOJIMYECTBEHHOTO COOTHOIIIEHUsI 0COOEH pa3HOro rmojia B MOTOMCTBE JIaJIeKO HE pac-
KpbIThl. M3BECTHBI cilydau, KOTJa COOTHOIICHHE MYXXCKHX U KEHCKHX OcoOed B
MMOTOMCTBE 3aBUCHUT OT TOTO WJIM MHOTO couemanusi pooumenvckux nap. Tax, Hanpu-
Mep, y nonuxeTsl Nerilla antennata cymiecTByeT ciiokHasi CUCTEMa POJTUTEIBCKUX
nap: ecTh napbl amgozenHvle, B IOTOMCTBE KOTOPBIX UMEIOTCS U MY>KCKHE, U KEH-
CKHE 0COOU; €CTh cemumenueerHvie aphbl, NalOIIMEe B OCHOBHOM CaMOK, U, HAKOHEII,
€CTh appeHozeHHble TIaphbl, B MOTOMCTBE KOTOPBIX MPEOOJIalaloT MYKCKHE OCOOH.
MoxHo mpeanoiaraT, YTO B 3THUX ClIydasx JCTEPMHUHAIMS TOJIa MPOUCXOAUT Oe3
y4acTHsl 0COOBIX MOJIOBBIX XpoMOcOoM. OCOOEHHOCTH JETEPMHUHALINH T10JIa Y HEKOTO-
PBIX aHHEJHUJ, HACEKOMBIX U JIPYTUX OPraHW3MOB JIalOT OCHOBAHUSA JJIsI IPU3HAHUS
MOJIEJIN C YYaCTUEM B 3TOM MPOLECCE MHONCECMBEHHBIX dJlNeNel AyTOCOM.

1.4.8. T'anJjioaAuNIOWIHAS IeTePMUHALMS M0JI1a

VYke maBHO OBUIO 3aMEUEHO, YTO Y MHOTHX IEePEHOHYATOKPBUIBIX (MypaBbH,
m4EITBI, OCHI) JIETEPMHUHAIMS TI0JIa CBS3aHA C IJIOUTHOCTHIO: CaMKH OOBIYHO pa3BH-
BalOTCS M3 AMILIOMIHBIX 3apObIIIEH, caMilbl — u3 rammouanbix (prc.102).Hanpumep,
Yy MEJIOHOCHOH IYeIbl U3 OILIOOTBOPEHHBIX SUI] PA3BUBAIOTCS JIBE Pa3HOBUIHOCTH
oco0elt JKEHCKOTO TMojia — paboyue MUYENbI, OOTEHE3 Y KOTOPBIX MOAABJICH, U MAMKU,
OTKJIQJIBIBAOIIINE STHIIa. DTO SIBJICHUE 0OecIeunBaeTCsl pabounMu MmIENaMi U MaTKOU
3a c4€T 0COOOT0 BHIKAPMIIMBAHUS W BOCIIUTAHUS JTHUYUHOK. V3 HeoniooomeoperHwvix
AT napmeHo2eHemu4ecky Pa3BUBAIOTCS camybl — TPYTHHU. Takod BUA mapTeHOTEHE-
3a, IPU KOTOPOM BO3HHKAIOT MY)KCKHE 0COOM, HOCUT Ha3BaHUE APPEHOMOKUUECKO20.
HcxoaHas rarionIHOCTh MEPBUYHBIX TOJOBBIX KJIETOK TPYTHEH OOYCIIOBIMBACT P
0COOEHHOCTEN crniepMaroreHe3a. B yacTHOCTH, B 3TOM Cily4ae OTCYTCTBYET MEHOTH-
YyecKass KOHBIOTAIMSI XPOMOCOM M TIPOMCXOJIUT TOJIBKO SKBAIIMOHHOE JICJICHUE CIIEp-
MaTOIIMTOB, 0OPA3YIOMIMX IPU STOM TOJBKO JIBE CriepMaTHabl. M3peaka BcTpedaro-
IAICS Yy MEIOHOCHOW TTYEIThI JWIUIOWIHBIN MapTeHOTCHE3 HAa3bIBAIOT KCHCKUM (HJIH
TEJIMTOKMYECKUM), TaK KaK B 3TOM cliydae 00pa3yroTcs )KeHCKHUE 0CO0u.
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Puc. 102. I'ammoaumiongHas AeTepMUHALIMS 110J1a Y TIepenoHYaToKkpbuioro Bracon hebetor
(nmo: Ayounus, 1970): A — rannouHslii camen; b — nurionaHas caMmka

W3BecTHBI Ciy4yau, KOTJa rarsliouau3aius Kak (QakTop IeTepMUHALUUA MYX-
CKOTO TI0JIa Y TMEPENOHYaTOKPHIIBIX BO3HUKAET BCIEACTBUE AKTUBHOW SIUMHUHAIIUU
XpOMOCOM TIOCJI€ OIUIOAOTBOpeHus. Tak, y oJHOro BHAa W3 Xainbluauj Nasonia
vitripennis oOHapyskeHa repenaBaeMasi o My»KCKOW JTMHUHU (aKyJbTaTUBHAsA, T. €. HE
SBJISIIONIASICS 00s13aTEILHBIM 3JIEMEHTOB TreHoMa, xpomocoma PSR (paternal sex
ratio). OyHKIKS STON AOMOJHUTEIBHOW XPOMOCOMBI COCTOUT B SJIMMHHAIIUU OTI[OB-
CKHX XPOMOCOM: TMPH €€ HAIWYUU OTIIOBCKHE XPOMOCOMBI ITOCJIE OILUIOOTBOPCHUS
00IIMTa KOHJCHCUPYIOTCS M 3aTE€M pas3pyllaroTcs, a ramtougable PSR-3apoabimm
Pa3BUBAIOTCS KaK MYKCKHE 0COOM. YTpaTra OTIIOBCKOTO TE€HOMa Yy HEKOTOPBIX
HAaCEKOMBIX, B TOM 4YHcyie Y Nasonia, MPOUCXOIUT IO BIUSHUEM CHUMOUOTHYCCKUX
PUKKETCUENOI00HBIX MUKpOOPraHu3MoB 13 poaa Wolbachia.

Junnouonuvlil scenckull napmeHoeeHe3 BCTPEUYACTCS Y MHOTUX YKUBOTHBIX Kak
00s13aTEeNIbHBIA JIEMEHT CJI0KHOTO ITHKJIa, 00ECTICUMBAOIINN OBICTPOE BO3pACTaHUE
YKCJIa CAaMOK B MOMYJISIUH. JIUIITOMAHOCT MPU 3TOM TOAEPKUBACTCS TNOO 3a CUET
BBITTAJICHHUS PEIYKIIMOHHOTO JCJICHHS (amelriomuyeckutl TapTeHOTreHe3), Tu0o (pexe)
3a CYE€T BOCCTAHOBJICHHS JUIUIOMHOTO YHCIAa XPOMOCOM IYTEM BOCCOCIMHECHMSI
XPOMOCOM KEHCKOT'0 MPOHYKJIEyCca U CIIMBAIOIIETOCS ¢ HUM HAlpaBUTEIBHOTO TEJb-
na (ampumuxmuueckuii mapreHoreres) (puc. 103). HetpyaHo 3aMeTUTh, YTO JTUILIO-
HHOE TIAPTCHOTCHETHYECKOE PAa3BUTHE BEAET K BOSHHUKHOBEHHUIO OCOOEH JKEHCKOTO
roJjia TaKkXKe U B ClIydae reTepoXpoMOCOMHOIO MEXaHHM3Ma OIpeJeeHus MoJia He3a-
BHCHMO OT TOTO, SIBIIICTCS T€TEPOTraMETHBIM JKCHCKUH WM MYKCKOH TIOJI.
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Puc. 103. TenuTtokus, HaOmo1aemMas Ipyu NapTEHOT€HE3€ UL C TETEPOraMEeTHBIM MY>KCKUM (BepX-
HUIA PSIJT) WK KSHCKUM (HIKHUHN psi) mosioM (mo: oumya, 2005). OObsICHEHHS B TEKCTE
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1.4.9. lIporamHoe onpeaesieHne moja

Urak, eenemuueckuti oy 0co0M, Kak MpaBUII0, IPEIONPEAEIIAETCA:

a) MPU MY>KCKOM reTeporaMeTuu — nociie o0 J0TBOPEHHUS,

0) a B cilydae *KEHCKOI reTeporaMeTuu y>k€ B MOMEHT PEAYKIIMOHHOTO JeJe-
HUS OOLUTA.

OnHaKo U3BECTHBI CITyyaH, KOrja o0pa3yrloTcsl «KEHCKHE» U «MYMKCKHUE» OOIH-
ThI Y ’KUBOTHBIX C MY>KCKOH rereporameTueit (camupl XY, camku XX). B aTom ciyyae
TOBOPAT O npocamHom oripenenennu nona. OHO OMUCAHO, HAIPUMED, Y apXUAHHEIH I
Dinophilus gyrociliatus, 115t KOTOpo# XapaKTepeH pe3KHid MOJI0BOM TUMOPGU3M: €CIH
CaMKH ATHX 4YepBed MOCTUTAIOT B JUIMHY | MM, TO UX caMIlbl He MPEBHIIAIOT 50 MKM.
CaMmky MPOM3BOAT JIBA THIA SUII: KPYTHBIE, U3 KOTOPBIX BIOCIEICTBUU Pa3BUBAIOTCS
0co0M >KEHCKOro TOJa, U MEJKHE, TpeAHa3HauYeHHbIE i1 (OPMHUPOBAHUS CaMIIOB,
UMEIOIIUX, KaK MoJIararoT, OJJHY HemapHyo xpoMmocomy (puc. 104).

Puc. 104. TIporamuoe onpenenenue nosa y Dinophilus girociliatus (mo: Pfannenstiel, 1984):
1 — B3pocnas xeHcKas 0co0b; 2 — KOKOH C AHWIIaMH IBYX THUIIOB; 3 — 3UT0Ta MY>KCKOM JTHMHUU; 4 —
Hayvajo ApoOJieHus; 5 — 3urora >KeHCKOU JIMHUK; 6 — Hadaso qpobieHus; 7 — popMupoBaHue TOHUMN
B )KEHCKOI 0CO0U; 8 — KOMyNUPYIOIUNA MUKpOCKoTTnYeckuit camerr; 9 — ronuu; 10 — oommtsr; 11 —
MEJIKHE OOIUTHI; 12 — KpyIHbIE€ OOIIUTHI HA CTAaJIUK BUTEUIOTeHe3a; 13 — Motofas caMka
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[IporamMHoOe onpezneneHne Nnoja XapakTEpPHO JUIsl HEKOTOpbIX Tiiel. Hampumep, y
(buIIOKCEephl U3 3UMYIOIIETO OIUIOI0TBOPEHHOTO AWIa pa3BUBAETCA OECKpbLIas camKa-
OCHOBATEJIbHUIIA, KOTOpasl Pa3MHOKAETCS MyTEM TUILUIOMIHOTO TapTeHOreHesa, o0y-
CJIOBJIEHHOTO BBINIQJICHUEM PEAYKIIMOHHOTO JIETICHHs Meli03a. B onpeneneHHbIil MOMEHT
MApPTEHOr€HETUYECKOI0 [IMKJIA BOSHUKAIOT KpbUIaThle 0coOM — NojoHOcKH. [locnennue
NpeCTaBICHbl ABYMs (OpMaMu: OAHU OCOOM TPOM3BOJAT SIHIA KPYIHBIX pa3MeEpOB
(«oKeHCKHEe» ), U3 KOTOPBIX MAPTEHOTCHETUYECKUM IMTYTEM Pa3BUBAIOTCS CaMKH, a JIPYTHe
00pa3yroT 6osiee MENKHE «MYXKCKHE» AWIa, U3 KOTOPBIX TaKXKEe MapTeHOr€HETUYECKU
pa3zBuBaroTcs camiibl. Kak mokasan T. Mopran emé B 1909 1., «GKEHCKHE» U «MY>KCKHE
SAWULA JUTUIOUIHBL;, HO «OKEHCKUE» UMEIOT TPU Napbl XPOMOCOM, a «MYKCKHE» — Ha OIHY
XpOMOCOMY MeHbIIIE. B mporecce ooreHesa y MpOU3BOISIINX «MYKCKHE» sIMIA I10JI0-
HOCOK OJIHA U3 X-XpOMOCOM YTPAauyMBaETC. JTH SILIA IIPU CO3PEBAHUU BBIICISIOT JIUILb
OJIHO HAIlPABUTEIBHOE TEJIbLE U OCTAKOTCS TUIUIOMIHBIMUA. B pe3ynpTaTe mapreHoreHe-
3a Terneppb yxe 00pa3yroTcs MOoJIOBbIe 0COOU, Y KOTOPBIX TaMETOI€HE3 COMPOBOKIAETCS
OOBIYHOW pEAYKIHMEN YKciaa XpOMOCOM U 3aBepluaeTcs: (POpMUPOBAHUEM TaILIOMAHBIX
MYXCKHX U KEHCKuX ramer. Y camuos (X0) oOpa3yrorcs JBa THUIA CIEPMATO30UIOB.
OnHako, KaK MoJlararoT, My»KCKUE TaMeThl, JIUIIEHHbIE X-XpOMOCOMBI, IOTHOAIOT, TaK
YTO B OIUIOJIOTBOPEHUH YYaCTBYET JIMIIb OAWH TUIl criepMueB (2A, X), KOTOpbIE, OILIO-
notBopss sina (2A, X), MalOT HaYajao 3UMYIOIICH TUIUIOMAHONM (opmMe — caMke-
ocHoBatenbHHuIe (4A, XX).

Takum 00pa3oM, y caMOK TJI€d ¢ XpOMOCOMHBIM HA0OpOM, XapaKTEPHBIM JIJIst
rOMOTaMETHH, TEM HE MEHEE, BO3MOKHO 00pa30BaHHUE JIBYX PAa3HBIX THUIIOB >KEHCKUX
rameT MyTEéM JIMMHUHALIMI OJHOW U3 MOJIOBBIX XpOMOCOM. B oTinuyne oT HCTUHHOM re-
TE€pPOraMeTHH, P KOTOPOH pa3Hble TUIBI FaMET 00pa3yIOTCs BCEMH CaMKaMH, Y TJEH
HaOJI0AaeTCs CrieluaIn3alus CaMOK, POU3BOJSIINX TOT WIM UHOW THUIT OOLIUTOB.

1.4.10. ®enoTUNNYECKOE ONMpPeAeIeHNe T0JIa

Y HEKOTOPBIX )KUBOTHBIX JIETEPMMHALIMS 110Ja OOHAPYKUBAET BUTUMYIO 3aBH-
CUMOCTh OT BHEIIHEW Cpebl, HApUMep, OT TEMIEPATypbl WU OT KaKWX-TO HHBIX
¢dakTopoB. Panee 3TOT 3aBUCHUMBII OT (HakTOpOB cpenbl (EHOTUMUUYECKUN THUTI Je-
TEPMHHALIUK T0JIa TMPOTUBOINOCTABIISIM T€HOTUIIMYECKOMY, HE3aBUCHMOMY OT Cpe-
apl. Kak ye oTMedanoch BhIIIE, B HACTOSAIIEE BPeMs OYEBHIHO, YTO 3TO MPOTHBOIIO-
CTaBJICHUE HE BIOJHE KOPPEKTHO, TaK Kak jaelcTBHE (PaKTOPOB Cpelibl HEN30exKHO
OTIOCPENYETCs MEXaHU3MaMH T'€HETHUECKOT0 KOHTPOJIS pa3BUTHSI.

Knaccuaecknum nmpumMepoM (HEHOTHUIMHMUYECKOTO OMPECIICHHUS M0JIa MOXKET CITy-
KUTh pazButue >xuypus Bonellia viridis, KoTopblie SIBASIOTCS 20HOXOpUCcmamu, ¢ p-
KO BBIPaYKEHHBIM MOJOBBIM AuMopduzMoM. Ecnu caMku nocturatot JiuHbl 10 10 cm
Y UMEIOT JJIMHHBIA (10 1 M) X000TOK, TO camIlpl HE MPEBHIIAIOT 1—2 MM, )KUBYT B
MaTKe CaMKH U CITy’KaT CBOCOOPA3HBIMHU «OKUBBIMH CEMSTPUEMHUKAMI.

VY JUYMHOK MOJ HE NETEPMHUHUPOBAH; ONpPEeSICHUE T0jIa MPOUCXOAUT JIUIb Ha
8-10-i1 nenp mocne BbulyrUieHUs. [Ipy pa3BUTHM JTUYMHOK B OTCYTCTBUE KOHTAKTa C
camkaMu okoJio 80% JIMYMHOK MpeBpaliaeTcs B )KeHCKUEe 0coou U b 3% CTaHOBSTCS
camuamu. OcTabHble JIMUMHKY JTAIOT MHTEPCEKCOB WM Norubarot. Eciu ke TUYMHKH
Pa3BUBAIOTCS B MPUCYTCTBUM CaMOK, TO OHU MPUKPEIUIIFOTCSA K TETy CAaMKHA U B 3TOM
ciydae 710 75% TOTOMKOB pa3BUBAIOTCSI KaK caMIlbl U Jiviib 15% kak camku (puc. 105).
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Puc. 105. [lerepmunanus nosa y sxuypuasl Bonellia viridis (rmo: Pfannenstiel, 1984): A — pazButue

JUYUHOK B OTCYTCTBHH CaMOK B MOJIABJISIONIEM OOJIBIIMHCTBE CIIy4aeB MPOUCXOIUT B HAIIPABICHUU
dbopMupoBaHUs 0COOEH KEHCKOTO 10Ja; b — Py HATUYHMK CaMOK BBIJIEISIEMBI UMH MAaCKYJTHHHU3H-
pyrotuii GakTop CABUTAET IPOrpaMMy Pa3BUTUS B CTOPOHY (OPMUPOBAHUS MYKCKOTO (heHOTHIIa

Y OoHENTNN XapakTep COOTHOIIEHUS 0co0el pa3HOTro IMoJia CIYKUT YKa3aHH-
€M, MO-BUIUMOMY, Ha OTCYTCTBHE OCOOBIX IMOJIOBBIX XpOMOCOM. BeposiTHO, y ATHX
KUBOTHBIX MUMEET MECTO MOIUDAKMOPUATbHAA NETEPMUHAIMS T0J1a, TIPU KOTOPOM
CYIIECTBYET MHOXECTBO hemunuzupyrowux (F-) u mackyrunusupyrowux (M-) reHoB,
pa3OpOCaHHBIX TIO0 Pa3HBIM XpOMOcOMaM. MacKyIMHUZHPYIONTHI (HaKTOp CaMKH SIB-
JSIETCS MOIIHBIM PEnpeccopoM F-TeHOB, B yCIOBUAX WX TOJABICHUS IMPOSIBISICTCS
aKTUBHOCTh M-TE€HOB.

Cpenyn Mo3BOHOYHBIX (PEHOTHIMYECKOE OMpEIECTICHUE I0Ja XapaKTEepHO IS
MHOTMX MpecMbIKaromuxcs. Hanpumep, y Hekotopsix (Agamaagama, Aligator
mississipiensis, Trachemys scripa) mpu TOBBIIMIEHUH TEMIIEPATypPbI, MPU KOTOPOM
MIPOUCXOIUT PA3BUTHE SUIl, PE3KO CHUMKAETCS MPOIIEHT CaMOK B MOTOMCTBE; Y MHO-
rux uepenax (Emys orbicularis, Testudograeca), Ha000pOT, C TOBBIIIIEHUEM TEMIIEpa-
Typbl TIPOLIEHT CaMOK B TIOTOMCTBE pe3ko Bo3pactaer (puc. 106). ¥ HekoTopbIX Bu-
10B HabmrogaeTcst 6ojee CIOXKHAas 3aBUCUMOCTD: TIPH OTHOCUTENFHO HU3KOW M OTHO-
CUTEBHO BBICOKOHM TeMIepaType pa3BUBAIOTCS CAMKH, TOT/a KaK MPH MPOMEKYTOY-
HOM TeMrepaType pa3BUBAIOTCS MY)KCKHE OCOOH.
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Puc. 106. ®enotunuyeckoe onpeaeneHue nona y pentunuii (mo: Jonaya, 2005): A — 3aBUCUMOCTh
JICTEpMHUHAITUH TI0J1a OT TeMIIepaTyphbl cpelsl y siepui; Agama agama (1) u Eublepharis
macularius (2); b — To xe y uepenax Eknys orbicularis (1), Graptemys u Chrysemys (2), Testudo
graeca (3), Caretta caretta (4). [To ocu opauHaT — % 0c006€# My>KCKOTO Mmoja
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UyBcTBUTENBHAS K TEMIIEpATYpEe CTaAus Pa3BUTHSA NPUXOIUTCS HA NEPUOL,
IpEeIECTBYIOUINI M0JI0BOM auddepeHumanuu rosas. JlerepMuHanus mojia cTaHo-
BUTCSl HEOOpATUMOM MOCJIE BOZHUKHOBEHUS Pa3IMUMi MEXKYy KEHCKUMU U MY>KCKHU-
MU TOHaJaMU. B Hacrosiiiee BpeMsi yCTaHOBIIEHO, YTO (PEMUHM3UPYIOLIEE 1EHCTBUE
TEMIIEPATYPHOTO (PaKTOpa CBS3aHO C aKTUBALIMEW SKCIIPECCUM I'€Ha apomarasbl; 1o-
ABJICHUE IOCJEIHEN CIOCOOCTBYET MEPEKIIOUEHNUI0 OMOCHHTE3a Ha (DOPMHpPOBAHHE
KEHCKHX ITOJIOBBIX TOPMOHOB, B YACTHOCTH ACTPAINOIIA.

Takum 00pa3oMm, y peNnTUIWH, KaK U y 3XUYpPHUJl, T€HETHUYECKHI MEXaHWU3M
orpeJienieHus noia o0yciaoBieH auddepeHIalbHOW aKTUBHOCTBIO T€HOB UCXOOHO
eenemu4ecku OUCEKCyanbHbIX 3apOIbIIeH.

OueHb clokHas KapTuHA (POPMHUPOBAHUS MOJIOBOW CTPYKTYPHI HAOMIOAAETCS Y
pBIO, Y KOTOPBIX TUIIBI PENPOAYKIUU U TEHETHUECKUE MEXAHU3MBbI OIIPEACIICHUS 1101a
OYEHb Pa3HOOOPa3HBI.

MHorue Buabl pbIO SBIAIOTCS KOHCTUTYTHBHBIMU WIH (DaKyJIbTaTUBHBIMU
repMadpoauTamMu. Y TOHOXOPUUYECKUX BHUJIOB BBISBIECHBI pa3HOOOpa3HbIE BapUaHThI
MeXaHHU3Ma ONPEENICHUs Noja. Y OJHUX BHUJIOB PhIO reTepOraMeTHbl CaMUpl, Y JIpY-
IMX — CaMKH; Ja)Ke IIPU HaJWYUU IOJIOBBIX XPOMOCOM Ha ONPEAEIICHUE I10Ja CYIIe-
CTBEHHOE€ BIIMSHHME MOI'YT OKa3blBaTb ayTOCOMHBIE JIOKYCHI. 110J10BBIE XpOMOCOMBI
MOTYT OTCYTCTBOBaTb BOBCE, U B 3TOM cllyyae OOHApyKMBAE€TCsI MHOTOJIOKYCHOE
ONpEJEICHHUE T0J1a; MOXKET ObITh HECKOJIBKO MOJOBBIX XPOMOCOM H JaXK€ HECKOJIBKO
nap MOJIOBBIX XPOMOCOM; Y HEKOTOPBIX BUJOB PBIO MOJ MOKET ONPENEIATHCS TEMIIE-
paTypoil, COLlMaIbHBIM MOBEJACHUEM WM APYrUMH (pakTopamu, B yacTHOcTH pH cpe-
IBI.

2. MEXAHU3MbI OHTOI'EHE3A
MHOT'OKVIETOYHOT'O OPTAHU3MA

2.1. PABBUTUE OPI’AHU3MA 3
KAK ITOCJIEJOBATEJIbBHOCTb ANOOEPEHIINALINNA

Kak BUIHO W3 ONMUCAHHBIX PA3HOOOpPA3HBIX SIBICHUW U MPOIIECCOB, PA3BUTHE
MHOTOKJIETOYHOTO OpraHu3Ma MO CYTH JieJia MPEACTaBisieT co00i MociaeaoBaTeNb-
HOCTh AuddepeHmanuii — BOSHUKHOBEHHE U3 €IMHOTO0 MCTOYHUKA BCE OoJiee MHO-
roo0pa3HpIx yacteil. TakuM 00pa3om, HcCCieI0BaHuEe, TOHUMAHUE MPOIECCOB AuQ-
(dhepeHImaIuu SIBJISIETCS OJHOM U3 TJIABHBIX 3a71a4 OMOJIOTMH Pa3BUTHSL.

[leneHnanpapieHHOE U3yYEHUE ATUX BOIIPOCOB Havayioch emié B koHie XIX B. 1
CIeJIaHO JOCTATOYHO MHOro. OQHAKO IEIOCTHON KapTHUHBI 3THUX MPOIIECCOB BCE €IIé
HET.
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2.1.1. IloctaHOBKA NPOOJIEMbI, METO/IbI

HTak, B X01€ OHTOT'€HE3a MHOTOKJIETOUHOTO JKUBOTHOTO'

1) 0Opa3yroTCcss MHOTOYKMCIICHHBIC KJIIETKH 3apO/IbIIIa,

2) KOTOpBIE B CTPOTO ONpPEICIEHHOE BPEMsI

3) u B onpeI€JICHHOM MECTE

4) mpeBpamiaroTcs B onpeAcaéHHble TUIBI JU((HEPSHIIMPOBAHHBIX KJICTOK.

Kotopsie, B CBOIO 04yepens:

5) B cTpOro OInpeneéHHOM MeCTe

6) GopMHPYIOT BeChMa CIOXKHBIE CTPYKTYPHI

7) 3amanHON (HOPMBI

8) u pasmepos.

KakoBbI MEXaHHU3MBI ATHX MPOIECCOB? DTOT BOIPOC — OJMH U3 CAMBIX Ba)KHBIX
B SMOPHOJIOTHH, J]a ¥ OJIUH U3 BAKHEHIIINX B COBPEMEHHOU Ononoruu — Ghopmyupy-
€TCSl KaK 80NpoC 0 (hakmopax, npuyuHax onpeoeierus cyobovl IMOPUOHATILHBIX Kile-
mox u uacmei 3apooviua. (ITox cynp00it B HaubOosiee 00IEM CMBICIIC TTOHUMAIOT
BCIO COBOKYITHOCTh U3MEHEHHUM, KOTOPBIC MMPOU30UIYT C JAaHHOU KJIETKON WM y9acT-
KOM 3apOJIblllia B XOJI¢ MOCJICAYIOIIETO Pa3BUTHS. )

Kak yxe oTMeuasioch B HICTOPHUYECKOM OUYepKe, YETKO ATOT BOMPOC OBLT MOCTaB-
JIEH MeXaHUuKoU pa3eumus, BO3HUKIIICH, Kak oTMedasiock, B 80-x rr. XIX B. OcHoBareb
aTOTO HampasieHus B. Py u MHOrHe npyrue ucciempoBaTesy OblIH YOSKACHBI, YTO TIPO-
OnmemMa MOXeT OBITh HCUCpPIIBIBAIONIC pPEIIeHa AKCIICPHUMEHTAIBHBIM (Kay3ajabHO-
aHAJTMTUICCKUM) TTyTEM. TO ecTh IyTéM SKCIIEpUMEHTa MOYKHO COCTABHUTh TIOJIHBIN CITH-
COK TIPUYMH, OTIPEISISIONINX CYyah0y BCeX KIETOK 3apojpiiia. Takoi Mmoaxo COOTBET-
CTBOBAJI TOCIOJICTBOBABIIICH TOT]a B HAYKE METOOJIOTHH OTHO3HAYHOTO JCTCPMHUHU3MA
(o cyTH, peayKiunonn3Ma) (CM. HICTOPHYESCKHUI OYEPK B YaCTH MTEPBOIA).

3aberas BHepén, OTMETHM, YTO JICWCTBUTEIBHOCTh OKa3aIach CIOXHEE, U IS
pelieHns Borpoca o0 onpenesIeHHH CyIb0bl SMOPHOHATBHBIX KJIETOK TaKas METOJI0-
JIOTHUs OKa3ajach HEOCTaTOUYHOW. TeM He MeHee MeXaHUKa Pa3BUTHS U BBIPOCIIAS U3
He€ COBpPEMCHHAsl JKCIIEPUMCHTANIbHAS SMOPHOJIOTHS CHITPAId OTPOMHYIO POJIh B
pacIIMpeHUH 3HAaHWW W CO3JJaHWHM CHUCTEMBI TIOHATHH, 0€3 KOTOPBIX HEJb3s MOHSTH
daktopbl pazButus. Kpome Toro, B paMKax 3TOH METOIOJOTHH IMOJTYYCHBI BEChMa
yOemuTeNbHBIC 1, YTO HEMAJIOBA)KHO, HATJISIHBIC pe3ynbTathl. [loaTromy manee msna-
rafoTCs OCHOBHBIC BBIBOJIBI, BBITCKAIOIIHME M3 KIACCHUECKMX PabOT MO MEXaHUKE
paHHEro pa3BHTHSI.

2.1.2. OcHOBHBIC TOHATHUSA

Jugppepenyuayus — noHsiTie odlIeHaydyHOE. DTO MPOLIECC, B pe3ysbTaTe Ko-
TOPOTO OMHOCUMENILHO 0OUHAKOBOE, 0OHOPOOHOE Npeobpaszyemcs 80 6cé bojee pas-
Ju4HOe, HeOOHOPOOHOe. B KOHTEKCTE paccMaTpUBAEMBIX MPOOJIEM WMEIOTCS B BUIY
KaKue-Tu00 CTPYKTYpPHhI, TPEOOPa3yIOLIUECs B XO/I€ OHMO2eHe3d.

Jlemepmunayus KIETOK, 3aKJIAA0K WU TKAHEW. [lemepmunayus — 3mo npoyecc
onpeoenenusi cyobOvl OaHHOU Yacmu 3apoosiuia. To eCTh OHa OTpEeeTseT HampaBie-
Hue auddepeHnmanuu.
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CoOTBETCTBEHHO, YacTH 3apobllia, CyAb0a KOTOpPHIX €emié He OmpeeseHa,
HA3BIBAIOTCS HeOemepMUHUPOBAHHbIMU, A YaCTU C YXKE€ ONpeaeNEHHON CyabpOoil —
oemepmunupogannvimu. (HexoTopbie aBTOPBI BBIIEISIOT €MIE MPOMEKYTOYHOE CO-
CTOSIHUE 1aOUNbHOU OemepMuHayuu, Koraa cyab0a 4acTu onpezesieHa HeA0CTaTOUHO
KECTKO.)

PaccmarpuBaemoe siBjIeHUE — NETEPMUHALIAS — JOBOJIBHO TOHKOE NOHsATHE. EE
BaXKHEHIIEH OCOOEHHOCTBIO SIBISIETCS TO, UTO GHewiHe OHA HE MpOosBiseTcs. [emep-
MUHAYUSL — IMO CMOUKoe gHympeHHee usmenenue (KIETKU WIN 3a4aTka), gedyujee K
ougppepenyuayuu.

«CTolKOE» 03Ha4YaeT ClIeyoulee:

1) oHO coxpaHsieTCs MOCJE CHATHS BHELITHETO BO3JEHCTBHS;

2) coxpaHnsieTcs B JaJbHEUIIEM, B PSAAY KIETOYHBIX OKOJICHHM.

[Tosryunn pacnpocTpaHEeHUE U TEPMHUH Kommumayus (kommuthpoBaHue). Ilo
CyTH JI€JIa, 3TO TO K€, YTO M JAECTEPMHUHALNS; HO €CIIM TEPMHUH «JIETEPMHUHALUD) OT-
HOCSIT PEUMYIIECTBEHHO K PAHHUM IMOPUOHATLHBIM 3aKIAOKAM, TO O KOMMHTALIMH
TOBOPSIT Yallleé BCEro MPUMEHUTENBHO K 0MOelbHbIM KIemKaM, Cy1b0a KOTOPbIX OI-
penensercs Ha CPaBHUTEIBHO NMO3IHUX CTAIUAX Pa3BUTHS.

Ilomenyus HEKOTOPOH YacTu (KJIETKH) 3apOJIbIIIA — 310 MO, YMO OHA MOMCEM
oame npu a100bIX YCIO0BUAX, 8 MOM YUCTE OMIAUYHBIX O HOPMALbHBIX, 91O CHOCOO-
Hocmb K oughgeprnyuayuu. VIHOTIA TOBOPAT O «NMPOCHEKMUBHBIX TIOTEHUUAX», T. €.
000 BcexX MOTEHIUSAX, KOTOPHIE MOTYT MPU Pa3HBIX YCIOBUAX OCYIIECTBUTHCS B Oy-
AayuieM («IpOCHEKTUBHBIN»Y — TOT, UTO B MepcrekTuBe, B Oyayuem). Hanportus, To,
YTO JAaHHAs 4acTh JAET NPU HOPMANbHBIX YCIOBHIX, HA3bIBAIOT €€ MPOCIHEKTUBHBIM
(Ipe3yMITUBHBIM) 3HAUEHUEM.

[IoHATHO, 4YTO NMPOCNIEKTUBHASL NOMEHYUs A HEKOTOPOU YaCTH 3apOJbIIIa HE MO-
KET OBITh yKe €€ MPOCHEKTUBHOIO 3HayeHus. Ho MOXeT a1 oHa ObITh CYIIECTBEHHO
mupe? OnbIThI, KOTOPBIE OyIyT PACCMOTPEHBI HUXKE, TOKA3bIBAIOT, YTO 3TO ACHCTBU-
TEJILHO TaK.

B cBsA3U ¢ 9TUM UCIIOIB3YIOTCS CIEAYIOLIME TEPMHUHBI:

- momunomenmuas SMOPUOHAIIbHAS KJIETKA, WM 3aKjajJKa — Ta, KoTopas Mo-
KET JaTh HA4Yajo gcem KIETOYHBIM THUIIaM B3pOCJIOr0 OpraHu3Ma;

- MYIbMUnOmenmHas — Ta, KOTopas MOXeET AaTh HAa4ajao MHO2UM, HO HE BCEM
KJIETOYHBIM THUIIAM;

- YHUNOmMeHmHas 3aKiajika Wi KJIeTKa 00JafaeT JUIb 0OHUM HallpaBICHUEM
pa3BUTHs (OHA OKOHYATENIbHO IETEPMUHHUPOBAHA);

- axeunomenmHuvle (WM, Yalle, SKBUIIOTCHIIMAILHBIC) 3aKJIAAKH 00IaJaroT
00UHAKOBbLMYU HAOOPAMU TIOTEHITHIH.

Takum 00pa3om, B 3TUX MOHSITUAX OemepMUHAYUS — MO NPoYecc 02paHuie-
HUsL NPOCNEKMUBHBIX NOMEHYULL 00 NPOCHEKMUBHBIX SHAYEHULL.

B nocnenHee BpeMs B aHIVIOSA3BIYHOW JINTEPATYpE W BCIIEH 3a HEH B OTeYe-
CTBEHHOW aKTHBHO HCHOJb3YeTCsl TePMUH chneyugurxayus. HecMOTps Ha HEKOTOpHIE
TEPMUHOJIOTMYECKUE HIOAHCHI, Jlajiee 3TH TEPMHUHBI OYIyT ymoTpeOsaThcs 0e3 10-
MOJIHUTENIbHBIX YTOUHEHMI: B 00Jiee «KIACCMYECKUX» MaTepuanax — «JIeTepMUHa-
s, 00Jiee COBPEMEHHBIX — «CHEIU(PUKAIIUN.

Ilammepn — 00U TUTAH CTPOCHMS OpraHU3Ma.
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2.1.3. Teopusi nu¢pdepeHIUATBHON AKTUBHOCTH IT'€HOB

AHanu3 pazHooOpa3HbIX MOP(POreHETHYECKUX MPOIIECCOB, HCCIeI0BaHnEe OUO-
XUMHUYECKOH, CTPYKTYPHOU M (PYHKIIMOHAJIBHOW CHelHaln3alliid TKaHeH U OpraHoB
MO3BOJISIET YTBEPKAATh, YTO B OCHOBE PA3BUTHUS UHIUBUAYYMA, T. €. 8 OCHO8€E CKOOD-
OUHUPOBAHHBIX 8 NPOCMPAHCMBE U 8PEMEHU NPOUEeCcCco8 KIemOUYHOU penpooyKyuu,
Mopgozenesa u KiemouHou oughgepenyuayuu 1exircum 3KCNpeccust 2eHo8.

HanomuuMm, uro Teopus auddepeHnrnaibHol aKTUBHOCTH T€HOB HCXOAUT M3
MPEANOJIOKEHUS, YTO

a) EJIeHUs KJIETOK OOBIYHO PaBHOHACIIEICTBEHHBI,

0) a HEPKCIIPECCUPYEMBIE TE€HBI COXPaHSIIOTCSI.

OT0 nocTUraeTcs pa3sHOOOpa3HBIMH CIOCOOAMHU aKTUBALIUU U PETPECCUU TEHOB
— KaK npsamuvimu (C MOMOIIBI0 TPAHCKPUIIIIMOHHBIX (AKTOPOB), TaK U ONOCPEO0BaAH-
Hoimu (yTéM u3MeHeHus cTpyktypsl JJHII n yxknanku xpoMmartuHa, a Takke MOAU(H-
karuu cTpykTypsl JTHK).

Ho mpu »TOM mpouecchl 3MOpHOreHe3a HE HCUEPNbIBAIOTCA T€HETHUECKUM
ypoBHEM KOHTpoJisi. OOpa3yromuecs: CTpYKTypbl BBICTYNAIOT KakK ¢usuueckue mena,
UMEIOILIUE KOHKPETHOE XUMuueckoe cmpoenue C MPUCYUIUMH UM OCOOEHHOCTSIMU
B3aUMOJICHCTBHUS.

[Tpu 5TOM HEKOTOpBIE CUHTE3UPOBAHHBIE O]l KOHTPOJIEM T'eHoMa Oenku, Ona-
rojilapsi TeHETUYECKH J€TEPMUHUPOBAHHOW MEPBUYHON U BTOPUYHOM CTPYKType, 00-
JaJarT COCOOHOCTBIO K caMOCOOpKe, U UX KOHKpEeTHas cynb0a omnpezaensercs (ax-
TOpaMu cpenbl. Tak, nepexoi rio0yasspHOro akThuHa B GUOPHILIIPHYIO (hOopMy 3aBH-
CUT OT KOHLEHTpPAMd MOHOB BOJOPOJA U OT aKTUBHOCTU I'€HOMA HEMOCPEICTBEHHO
HE 3aBUCUT. IMEIOTCS TaKkKe MHOTOYPOBHEBBIE CHUCTEMBI B3aMMOJIEWCTBHS T€HOB, CO-
3IA0LIME MTPEANIOCHUIKU K CAMOOP2AHU3AYUU.

Konnenmus auddepeHnnanbHON aKTUBHOCTH I'€HOB MEPBOHAYAIBHO MOCTYIIH-
poBaja CyleCTBOBAaHNUE MPSAMOJIMHENHON 1IETIH:

«IUTOTUTA3MATHYECKUM (paKkTop SAHIIa» — «reH Ay —

«MTOIIa3MaTudeckuit paxkrop A» — «ren By —

«uMTorazMaruueckuit - pakrop By — «mpusnaky.

Takoe nonyieHne HEMUHYEMO BEJIO K CTPOroMy JIETEPMHUHHU3MY, K BO3POK/Ie-
HUIO peopMHU3Ma, KOTOPbIH HE COOTBETCTBOBAI JAaHHBIM AKCIIEPUMEHTAIBHON M-
OpHOJIOTHH, YTBEPKIABIICH SMUTCHETHYSCKUH MPUHIMI pa3BUTHS (CM. UCTOpHYE-
CKHUI1 OYEepK B 4aCTH MEepBOH yueOHOTro mocoowus). JlonyrieHne npsMOJIMHEHHOTO Kac-
KaJia HE OCTaBJISUIO MECTA MPOLECCaM CAMOOPraHU3alUHU LEJTOCTHOW CUCTEMBI Pa3BU-
Baromierocst 3apoipima. [1onbITKK XOTsS Obl TEOPETUUYECKHM OCMBICIUTH B3aUMOACH-
CTBHME TE€HOB B Ipolleccax 3MOPHOHAIBHOTO Pa3BUTHsI KaK 00S3aTeNIbHbIA (PakTop
pazButus (P. lompammuar, 1878-1958) Hocunu ymMO3pUTENbHBIA XapakTep W He
MOTJIM CO3JaTh HaJIEKHYIO OCHOBY JJIsl SKCIIEPUMEHTAIbHON pa3paboTKH MPOOIeMBbl.

Ha camom nerne, ckopee BCEro, UIMEETCsl CI0KHasi CUCTEMA Pa3BETBIEHHBIX Ce-
meti B3aUMHBIX BJIMSIHUM, CUCTEMA JUHAMHUYECKON HACTPOWKHU SKCIPECCUHM TE€HOB U
MOCTETIEHHOT0 YTOYHEHMsI aTTepHa SKCIPECCUH. BBIsICHSAETCS, UTO 00un u mom dice
2eH B pa3Hble MEPHUObl Pa3BUTHS U B Pa3HbIX 00JaCTSIX Teja 3apoAblia MOXKET DKC-
MIPECCUPOBATHCS MO/ KOHTPOJIEM PA3IUUHBIX MPAHCKPUNYUOHHBIX akmopos. Cta-

136



HOBHTCSI OYCBUIHBIM, UTO, IT0 KpalHEH Mepe, B HEKOTOPBIX CITyYasiX SKCIPECCHS Tia-
BEHCTBYIOIIUX TEHOB IOJIAJIACT 10 KOHTPOJb T'€HOB, aKTHBHOCTh KOTOPBIX ObLIa
WHUIIMAPOBaHA.

OOHapyXCHHBIC TTO3UTHBHBIC W HETAaTHBHBIC PETYJIATOPHBIC B3aMMOICHCTBHUS
MEXIy TeHaMH CO3JIal0T MIUPOKUE BO3MOXKHOCTH JJISI ITPOIIECCOB CaMOOPTaHU3aIIHH.
OnpenenéHHbIil PUCYHOK, WK MTAaTTEPH SKCIPECCUU I'EHOB B MPOCTPAHCTBE, YCTaHAB-
JUBaeTCs HE cpasy.

[Tocne unmuyuayuu KCIPECCHUN TEHOB MPOUCXOJUT MOCTENEHHOE YMOUHEeHUe
00J1acTH MX aKTUBHOCTH — CBOETO POJia HACTPOWKa, B X0/ KOTOPOH yCTaHABIINBAIOT-
Csl OKOHYATENbHBIC ZPaHUYybl AKMUSHOCMU CUCTEMBl TEHOB, OTBETCTBEHHBIX 32 OCY-
IIECTBIICHUE TOTO MJIM HHOTO 3JieMeHTa pa3BuTHs. CIIOCOOHOCTh K CaMOOPTaHU3AIHH
CHUCTEM JICHCTBHS TCHOB B paMKaxX TI'€HHBIX PETYJSATOPHBIX CETed IMpEeaCTaBIIICTCS
CYLIECTBEHHOW YEPTOM MEXaHW3MOB YIPAaBICHHs PA3BUTHEM, NO3BOJIIOLIEH IIpe-
OJI0JIETh MPOTUBOPEUNE MEKAY NMPEHOPMHU3MOM TEHETUICCKUX CHCTEM M DTHTCHETH-
YECKUM XapaKTEPOM MHIUBHIyaILHOTO PA3BUTHSI.

AKTHBHOCTh TCHOB B AMOPHMOHAJIFHOM Pa3BUTHH CBs3aHA C PEIICHHEM JBYX
OCHOBHBIX 3aJ1ad.

1) @opmuposanue npunyunuarbHO2O NIAHA CMpoenus OpraHu3Ma, GopMHUpO-
BaHue nammepna (T. €. 0OIIETO TUIaHa CTPOCHHUs) KHUBOTHOTO. [Tog hopMupoBanueM
naTTepHa MOHUMACTCS PEeUOHANbHASL Cheyu@uKkayus 3apooviiud, 8 Xo0e KOmopou
npoucxooum npeoonpeoenenue Noa0HCeHUus 6yOyuux opeaHos.

DKCIpeccus TEHOB B ATOM cliydae co371aéT B TPEXMEPHOM MPOCTPAHCTBE 3aPO-
AbIa no3uyuonnylo ungopmayuio (cM. 2.3.5), mpemaonpeneisieT MOJ0KEHUE Ocel
Tena 3apojpllia, JTCTCPMHHHPYS €ro IEPEIHIO M 3aJHIOI0, BEHTPAJIBHYIO U J0p-
CaJIbHYIO, JIEBYIO M MPaBYIO 00JIACTH, HE3aBUCUMO OT TOTO, MMPOU3BOIHBIC KAKUX 3a-
POJIBIIIEBBIX JTUCTKOB PAcIojiaraloTcs B 3TUX 30HaX.

2) Cneyugpuxayus, hopmuposanue MHO2000paszus Munoé Kiemox, TKaHeH u
3a4aTKOB, MPOIIECCHI TUTOAU( G EpEHITHAIINH.

Koopounayus gpopmuposanus nammeprna u npoyeccos kiemouHou oupgepen-
yuayuu co30aém npeonoculikKu hopmooopazosanus, uiu mopgozenesa.

K coxayneHnto, TeHeTHIECKIE CUCTEMBI, 00ECIICUNBAIOIIUE ATy KOOPAHHAIINIO,
WCCJICJIOBaHBI B HACTOSIIIEE BPEMs HEJIOCTATOYHO TITyOOKO, UTO OOBACHSIETCS TIPEKIC
BCET'0 UX CIIOKHOCTHIO.

2.1.4. MexaHu3Mbl peryJ/isiliid aKTHBHOCTH IT'eHOB

Peryssinusa skcrpeccuy reHoB B AMOpUOTreHe3€ JKUBOTHBIX UMEET MHOTOYPOB-
HEBbIN XapakTep. MOKHO pa3inyarh:

a) npsamyro u

0) onocpeodosannyto (Henpsimyio) peryisiiiuio SKCIIPECCHH.

B cBoro ouepenn, mpsiMas cUCTEMa PEryJALMM, 3aTparuBaronias HEMoCpe-
CTBEHHO T€HBI, BKIIIOUAET B CeOs:

a) TPAHC-PETYJISITOPHBIN U

0) IMC-peTyISITOPHBINA ammapaThl.
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Tpanc-pecynamopnulii anmnapar KJIETKM MOHUMAETCs Kak HabOp IreHOB, KOTO-
pble KOAMPYIOT crielupuyecKrue peryasiTOpHble OElIKU U MPEKIE BCEro TPaHCKPHII-
IIMOHHBIE (DAKTOPHI.

L{uc-pecynamopnsiii annapaT MPEACTABICH LUC-PETYIATOPHBIMU IJIEMEHTAMH,
WM MOIYJISIMH, KOTOpBIE pacrnojoxeHsl B MoJiekyse JIHK na onpenenénnom pac-
CTOSIHUM OT KOJUPYIOMIMX 00JacTell T€HOB WJIM BHYTPU HUX. DTH MOJIYJHU COJEpKAT
cnenuduyecKkre Mocaeq0BaTeIbHOCTH — CaWThI-MHILIEHHU, C KOTOPHIMU B3aWMOJIEH-
CTBYIOT TPAHCKPUITLIMOHHBIE (DaKTOPHI.

[lon onocpedosannoti ke perynsiued MOHUMAETCS W3MEHEHHE AKTUBHOCTH
TEHOB ITyTEM BUJOU3MEHEHUS CTPYKTYpbl XxpomaTuHa ninu JJHK.

2.1.5. Ynpasiaenne quddepeHunanbHOll AKTUBHOCTHIO
Ir¢HOB B OHTOI'¢He3e

MoXHO BBIIENUTH JBa crocoba ympasieHus aud@epeHInanIbHON aKTUBHO-
CTBIO T€HOB B OHTOTeHe3e Metazoa:

1) asmonomnolii n

2) 3asucumbviil.

B nepsom cnyuae nuddepennmanbaas akTUBHOCTh T€HOB B Pa3HBIX 00JIACTSAX
3apoApIlia TOCTUTAETCS TJIABHBIM 00pa3oM B pe3yiIbTaTe HEPAaBHOMEPHOTO pacIipe-
JICTICHHS B OOIMTE TPAHCKPHUIITMOHHBIX (pakTopoB mian nx nPHK, cuHTe3npoBaHHbBIX
MO KOHTPOJIEM T'€HOB MAaTEPHMHCKOTO OpraHW3Ma B IMEPHOJI OOTeHe3a — TO, O 4EM
YIOMHHAJIOCh YK€ HEOTHOKPATHO.

B cnyuae zasucumoco ynpasenenus nuddepeHInaTbHON aKTUBHOCTHIO TE€HOB
MOCJIC/IHSSL YCTAHABJIMBAETCS C MOMOIIBI0 MEXKKIETOUHBIX B3aumMmojencTuil. [lpu
TOM CHUTHAJIbHBIC MOJICKYJIbI, BbIpaOaThIBA€MbIE OJHHMH KJIETKAMHU, B3aUMOJICH-
CTBYIOT C pELENTOpaMH APYTHX KJIETOK M MOOYXHAOT MOCIEIHUE CHeupUIIIpo-
BaThCS B ONpeeicHHOM HarnpasieHuu (puc. 107).
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Puc. 107. ABronomHbI# (A) u 3aBucumsbiiil (b) Tuner quddepennmarun (mo: doumya, 2005):

A — B IUTOTUIa3M€ KJIETKH UCXOIHO UMEETCS MaTePUHCKUH MHAKTUBUPOBAHHBIN (hakTop audde-
PEHIIMAIMK, YaCOBOW MEeXaHN3M 00eCIeunBaeT €ro CBOCBPEMEHHYIO aKTUBAIMIO U BKIIIOUEHHE Kac-
KaJla TEHOB, SKCIPECCHUS KOTOPBIX OIMpeNessieT Crielu(uKy KISTKH; b — B KIIeTKe-HHIyKTOPE CHHTE-

3UPYIOTCS CEKpPETUPYEMBbIe OEJIKHU, KOTOPhIE BOCIIPUHUMAIOTCS PELIENITOPAMHU COCETHUX KIIETOK U

AKTUBHUPYIOT CUCTEMBI TPOBEJICHUS CUTHAJIOB, OTBETCTBEHHBIX 3a CIIEIIN(DUKAIMIO KIIETOK
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[TpuaIMn asmonommol cierubUKay ITUPOKO UCTIONb3YeTCs pu HOPMHUPO-
BaHUU T€HEPAJIHHOrO IJIaHA CTPOEHUS )KMBOTHOTO, MPU 00Opa30BaHUU OCEH ero Tena.
Y MHOTHX UBOTHBIX aBTOHOMHAs Clielu(PUKaIMs JEKUT B OCHOBE (POPMUPOBAHUS U
YaCTHBIX KJIETOUHBIX CHUCTEM.

XOoTs y npeACTaBUTENEeH pa3IMYHbIX (PUIOTEHETUYECKUX TPYII YACIbHOE 3HAa-
YeHUE aBTOHOMHOM M 3aBUCHUMOM crieluUKaIMi MOKET BapbupoOBaTh, 00a crocoba
BCEr/la COCYIIECTBYIOT Y BCEX MHOTOKJICTOUHBIX.

2.1.6. ABTOHOMHAsI 1eTePMUHAIUS

Mamepunckue pakmopul popmuposanus oceu 3apooviuia.

[Ipu dbopmupoBannm oOIIEro MIaHa CTPOCHHS Tela, WIM NaTTepHA, €IUHOE
BHayaJie MPOCTPAHCTBO 3apOIbIllia MOApA3EIsIieTcs Ha OTPAaHMYEHHOE YHCIIO JO0Me-
HOB. [Ipy 3TOM BO3HHKAIOT TaK Ha3bIBaeMbIe SMOpHUOHAIbHBIC T0JIs (cM. 2.3.4), mpo-
CTPAHCTBEHHO pa3JieJIEHHBIEC, XOTS 4acTo Mop(dosoruyecku u He 000CcOOIEHHBIE CH-
CTEMBI €II€ He Creuu(PUIIMPOBAHHBIX KJIETOK, B paMKax KOTOPBIX UIYT MopdoreHe-
TUYECKHE Tpolecchl U nuroauddepeHnuans. BaxHpIMU 3J€eMEHTAMU TaKUX SM-
OpUOHATBHBIX TOJIEH, MNPETONPENCTSIONMMA WX aHU30TPOMHOCTH (HEpaBHOMEP-
HOCTB), CIIYXaT nepeoHe-3a0HsAs, 00pPCO-8eHMPANbHAS, NPOKCUMO-OUCMANIbHAS W
npyrue ocu tena. C MOJIEKYISIpHO-OMOJIOTMUECKOM TOYKU 3pEHUs dMOPHOHATIBHBIC
MOJISI XapaKTEPHU3YIOTCS TEM WM MHBIM CTaTyCOM DKCIIPECCUU PETYIISTOPHBIX TCHOB.

dopMHpOBaHUE MMATTEPHA COCTOUT B TOM, UTO B X00€ pa3eumus 6 NpoCmpam-
cmee IMOPUOHANLHO20 NOJs TIPOUCXOIUT UBMEHEHUe Habopa SKCNpeccupyemuvix pe-
2YNAMOPHBIX 2eH08. B pe3ynbTare 4ero HOBBIM PEryISTOPHBINA CTaTyC 3TUX CyOCH-
CTEM OTJIMYAETCS OT CYIIECTBOBABLIEIO PAHBIIE U CIY>KUT OCHOBOM JJI aKTUBaLlUU
MOCJIEIYIOLIUX POTPAMM Pa3BUTHS.

HauanpHbie sTansl GOpMUpPOBaHUS MATTEPHA YACTO CBSI3aHbI ¢ MATEPUHCKUMU
LUTOIUIA3MAaTUYECKUMH JIETEPMUHAHTAMH, a MPEIONPENEICHUE OCEM 3apoJIblllia BO
MHOTOM OOYCJIOBJIEHO TPOILIECCaMH, MPOUCXOASIIMMHU €II€ B MPOIMOPHOHAIBHBIHN
nepuoj — Bo BpeMs (POpMUPOBAHUS )KEHCKUX TaMeT.

2.1.6.1. Marepunckue GpakTopbl AETEPMUHAIIMHA KICTOYHBIX JIMHUM.

ABTOHOMHas crenuduKkaiys, oOyCIOBIEHHas OCOOBIM TPOCTPAHCTBEHHBIM
pacnpenesieHueM MaTepUHCKUX IUTOIUIa3MaTH4YeCKuX (akTopoB B sifle, oOecreyu-
BAET pa3BUTUE Pa3HOOOpaA3HbBIX 3a4aTKoOB. OnpeneneHue cyabObl KIETOK 3apO/IbIIia C
MOMOILIbIO MAaTEPUHCKUX (PAKTOPOB, COACPKAUIUXCS B IIUTOIJIA3ME OOLUTA, IIUPOKO
pacripoctpaHeHo. KinaccuueckuM mpuMepoM pOJu 3THX (DAKTOPOB MOKET CIIYKHUTh
JeTepMUHAIMS TIEPBUYHBIX TMOJOBBIX KJIETOK (CM. YacTh MEPBYIO HACTOSILErO yueo-
HOT'O ITOCOOuS).

MatepuHckue (pakTopbl MHOTAA O0ECNEUUBAIOT He cneyugukayuro TeX WIN
MHBIX KJIETOUHBIX TUIIOB, & ynpasieHue mopgozenemudeckumu npoyeccamu. Hampu-
Mep, 0emok X00Mmy MIMOPIEBOM JIATYIIKH, KOTOPBIM CUHTE3UPYETCS B MIEPUOJT OOTe-
He3a U COXpaHseTcsl B CyOKOPTHKAIbHOM CJIO€ aHUMaJIbHOIO MOJfoca ooluTa. B me-
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puoJ ApoOJICHHS OH IONAJAAaeT B MPE3YMIITUBHBIC SKTOJACPMaIbHBIC KICTKH 3apOIbl-
ma. [Tockonpky X0oom cBsi3aH ¢ MeMOpaHaMH KJIETKH, OH O0OCCIIeYMBACT racTpyJis-
IIMI0; MPU €r0 WHAKTHBAIIMK HAOJFOMAIOTCS Pa3HOOOpPA3HbIC HApPYIICHUS TacTpyJis-
ITHH.

PacnipenencHue UTOIUIA3MATHYECKUX CIICIUPHUIMPYIONUX (HAKTOPOB IO pas-
HBIM 30HaM SIHIa ¥ UX JIOKAJTU3aIUs IIPOUCXOST HE TOJIBKO B MPOIECCE OOTeHEe3a, HO
¥ TIOCJIC OIUIOJIOTBOPEHUS B XOJ€ TaK HA3bIBAGMOM OOIIa3MaTHUECKOW Cerperamu,
(0 uéM TOBOPHIIOCH B YacTH | HACTOSAIIETO y4eOHOTO IMTOCOOHS.)

2.1.7. 3aBucumas nerepMuHALIAS

ABTOHOMHAsI JAETEepPMHUHAIMSI, O0YCIOBJICHHAs] MATEPUHCKUMH ITUTOIJIa3MaTH-
JecKUMH (HhaKTOpaMu, UMEET OTHOCUTEIHLHO OTPAaHUUYEHHOE PAaCIpPOCTpaHEHUE U TIPO-
SIBJISIETCS OOBIYHO TOJBKO Ha PaHHUX 3Talax WHIWBUAYAJIBHOTO Pa3BUTHA. DTH (ak-
TOPBI CYIIECTBYIOT HEMPOJAOJDKUTEIIBHOE BPEMSI U MOTYT OOECIICUUTh JIUIIb HAYAIb-
HYI0 NOJIAPU3AYUIO 3apo0bluda U POopMUPOBAHUE HECKONbKUX MUNO8 KIeMOUHbIX JiU-
Huil. Jnsg MopdoreHeTHuecKrX MpOoIecCOB M I KICTOYHOU crenu@uKaimm, KOTo-
pbIe TIPOUCXOJAT B MEPHOJI TacTPYJISIIIUU U Tociie He€, TpeOyroTcs, KaK MPaBuUio,
WHBIE MEXaHU3MBI. Kputnueckoi npeanochuikoil BOSHUKHOBEHHUS U DBOJIOIUU
COBPEMEHHBIX MHOTOKJIETOUHBIX KUBOTHBIX, MO-BUJIUMOMY, CTAJIO0 MOSBICHUE MeEXa-
HU3MOB BBIPAOOTKH U MEXKKJIECTOUHOU MEpeladynd MOJICKYJISIPHBIX CUTHAJIOB, OIpeEe-
JSIOMIMX JACTEPMHUHAIIMIO KJIETOK U 3a4aTKOB. [[eTrepMuHaIuio, kotopas oOyciaoBiIeHa
BHEIIHUMHU CHUTHAJIaMH, BbIpaOaThIBAEMbIMU JPYTHUMHU KJIETKAMH, HA3bIBAIOT 3A6UCU-
MO1.

CxoopiMHUpPOBaHHAs! BO BPEMEHHU U IPOCTPAHCTBE aKTUBHOCTh MOJIEKYJT TAKUX
CUCTEM CO3AaETCS U PETYJIUPYETCS CI0KHBIMHU CETIMU B3aMMOJICHUCTBYIOIIUX FEHOB.

2.1.8. U3yuenue mexanu3moB auddepenuuanum

Kak y>xe HeoJTHOKpaTHO OTMEUajIoCh, UCTOPUS PELICHUs 3TUX NPOoOJIeM J0cTa-
TOYHO MpoaonkuTenbHa. M BecbMa noyuutenbHa. M MOCKOIBKY HacTOAIIEE U3JaHUE
npecieayeT, MpexJie BCEro, METOAMYECKUE 3a7aun, TO UCTOPUS ITHUX UCCIIEOBaHUN
MOKET OBITh MCIIOJIB30BaHA B KauecTBE 00pasila MOCTPOCHUS HAyUYHBIX PabOT BechMa
Pa3HOOOPA3HOIO MJIaHA U UX aHAJIK3A.

[lepBbIil BONpoC, MOCTABIEHHBIN KJIACCUYECKON 3KCIEPUMEHTATBHOU 3MOPHO-
JIOTUEH: HA KAKUX KOHKPEMHO CMAOUsX pa3eumusi NPOUCXoo0um nepeoe makoe ozpa-
HUYeHue U HACKOJIbKO OHO CUTIbHO?

Jlyis perieHust 3TO# 3a/1a4yl UCIIOJIb30BAU TJIABHBIM 00Pa30M OIBITHI CIIETYTO-
X OCHOBHBIX THIIOB.

1) Tpancnianmayus — nepecaaka OTACIbHBIX YaCTEH WM KJICTOK 3apOJIbliia B
HOBOE, HEOOBIUHOE JUIsl HUX OKpykeHue. [lepecanka yacteil Ha qpyrue Mecra mozo
Jice camo2o 3apoJiblllia Ha3bIBAETCS aymompancnianmayuel (AyTOIUIACTUKON), Iepe-
cajika om 00HO20 3apoobliiad APYTOMY MO020 dce 8uda KUBOTHOTO — 2OMOMPAHC-
naanmayus, NEepecaaKa Mexay NPEICTABUTEISAMU PA3HbIX CUCTEMAMUYecKUux epynn
— kcenonnacmuka. JKUBOTHOE, OT KOTOPOro Oepércs TpaHCIUIAHTAT, Ha3bIBAETCS 00-
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HOpOM; KUBOTHOE, KOTOPOMY IE€PECaKUBACTCA TPAHCIIAHTAT, HA3BIBAIOT XO35SUHOM
WIN peyunueHmom.

2) Dkcnaanmayus 9actel, T.. BhIpAIIMBaHUE UX BHE OPraHU3Ma.

4) PazOenenue 3apofbllliei Ha OT/CIbHBIC YaCTH.

5) Cpawusanue, 06vedunenue pa3HbIX 3apOIbIIIECH.

Jloruka Takux 3KCIEPUMEHTOB CIEAYIOUIAS: eciu NOC/e IKCHEPUMEHMATLHOZO
8030eticmaus Kiemka (Uiu 3aKiaoka) npooodicaem passusamvpcs mak dice, KaK oHd
Pa3eusanack 6wl 8 Hopme, OHA CUUMAemcs K OAHHOMY MOMEHMY Yoce 0emepMUHUpo-
BAHHOU,; eClU JHce OHA NOCe HA38AHHbIX 8030€UCMBUL KAK-TUO0 U3MeHsem nymov c6o-
€20 passumusi — OHa He 0emepMUHUPOBAHA.

WTak, 0CHOBHO# BOMpOC, KOTOPBII OyAeT 00CyX aaTbcs ajee, — KOorja U Ka-
KUM 00pa30M B XOJI€ OHTOT€HE3a MHOTOKJIETOUHOTO KHUBOTHOTO OMPEIENIICTCS CYyAb-
0a 2JIEMEHTOB 3apOJbIIIa, T. €. MPOUCXOIUT JAeTepMHUHAIS, Beaymas K quddepen-
[UAIUH.

2.1.9. U3MmeHeHne MOTEHIU I
IMOPHOHAJIBHBIX KJIETOK U TKaHell B Xo/1e pa3BUTHS

B 1920-1930-¢ rr. I'. Illneman (1869-1941) u U. I'ombTdperep MeTomaaMu
TPAHCIUTAHTAIIMM M SKCIUIAHTAIIMKM TOAPOOHO MCCIEIOBAIM IMOTEHIMU Pa3INYHbIX
Y4aCTKOB HamOOJee paHHUX CTaJAMN Pa3BUTHUS — O1acmyibl U paHHel 2acmpyibl aM-
(uduii. OCHOBHBIE PE3YJIbTATHI KX PAOOT CBOASATCSA K CICAYIOIIEMY.

B onwiTax no mpancnianmayuu ObUIO BBISICHEHO, YTO O4acmy/ia B OTHOIICHUH
CBOUX MOTEHIIUN JIETUTCS BCEro Ha JIBE 00JACTHU:

a) 00JacTh 9Kmooepmbi+mesz00epmbl 1

0) obnactb srmooepmur. O6€ 3TN 001aCTU BHYTPU ce0sl MPAKTUUECKU IKBUIIO-
TEHIUAJbHBI, HO MEXAY COOON WX MOTEHIIMH PA3HSITCS.

Hampumep, ydyacTok mpe3yMNTHBHOW 3Kmodepmbl, TIEPECaKEHHbIN B 00J1aCTh
Me300epmbl, TIPEBPAIIACTCA B MOCIEIHION U HA000pOT. TOYHO Tak ke y4acToOK 2/10-
MOYHOU DHTOAEPMBI, TIEPECAKEHHBIN B 00JIaCTh YHTOJEPMBI 3a0Hell KUIIKU, pa3BUBa-
€TCs B MOCJEAHIO 1 00paTHO. OTHAKO Y4aCTOK IKTOJAEPMBI, IIEPECAKEHHBIN B SHTO-
JEpPMaJIbHYIO 00J1aCTh, WJIM YY4aCTOK SHTOACPMBI, TIEPECAKCHHBIN B IKTOACPMAIIbHYIO
00J1aCTh, HE U3MEHSITU X0J1a CBOETO Pa3BUTHA.

Takum 00pa3oM, U3 NPUBEAEHHBIX JAHHBIX CIEIYET, YTO MPE3yMIITUBHBIE K-
TOJIepMa+mMe30/iepMa, C OJTHOM CTOPOHBI, U SHTOJEpPMA — C APYroM, MPEACTABISIOT
co0Ol Ha CTauM CpeAHEH-TIO3IHEN ONaCTYJIbl 9KEUNOMEHYUANbHbIe U MYIbMUNO-
meHnmHble 00J1aCTH. A B TaJIbHEHIIIEM MTPOUCXOJIUT MOCTETICHHOE CYHCeHUe NOMeHyull
MX Y4acTKOB. Tak 4To K CTaJMU paHHEW HEUpYJIbl OMKMCaHHbIE BbILIE TpaHCHOpMaLIUU
yke 0oJiee He HaOJIOTAr0TCA.

OMNBITHI TI0 IKCHAAHMAYUAM PA3TUYHBIX YIACTKOB CPEAHEH-TIO3AHEHN O1aCTyIIbI
JlaT HECKOJILKO MHBIC PE3yJIbTAaThl: HAMOOJBIINE MOTEHIIMU MPOSBUIN IKCIIAaHTH-
poBaHHBIE (PparMEHTHI MPE3YMITUBHON Me300epmbl: OHU JTaBAIA MPAKTUUYECKH 8Ce
TKaHU 3apOJIbIINa, T. €. IPOSBISLIN momunomernmuocms (puc. 108).
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Puc. 108. ComocrapieHue KapThl MPE3yMITHBHBIX 3a9aTKOB paHHEH racTpyJibl TpuToHa (A) ¢ Kap-
TOM MOoTeHIM ToM ke cranuu (b), cocTaBneHHOI Ha OCHOBE SKCIUIAHTAIUI Y4aCTKOB 3apO/IbIIla
(mo: T'onbTdhperep, 1938)

[Tpu »TOM 3KCIIIAaHTATHI HE MPOCTO JaBaId OECTIOPSAOUYHBIN HAOOP pa3TUYHBIX
3aknanok. OHu QopmupoBanu Mmopgonocuyeckyro ocb C TpPU3HAKAMHU TOJIOBHO-
XBOCTOBOW TOJIIPHOCTH, T. €. KaK Obl MMHUTHUPOBAJIA Pa3BUTHE IIEJOT0 MaJEHLKOTO
opranu3Ma. HampoTuB, MOTEHITMN MPE3YMIITUBHONU 3KMOOepMbl OKA3aJIMCh OTPaHU-
YEHHBIMH: OHA J]aBajia TOJIbKO NOKPOSHYI0, HO HE HEUPATBLHYIO DKTOACPMY.

ComocTaBsisi pe3yJbTaThl MPUBEASHHBIX OMBITOB, MOXXHO CJelaTh BaXKHBIH
BBIBOJ] O HAJTMYHH JIBYX TUIIOB PA3BUTHS dIMOPHOHATBHBIX TKAHEH:

a) 3a6UCUMOU 1

0) nezasucumou nuddepeHIUPOBKU (MMEETCs] B BUAY 3aBUCUMOCTb OT OKpY-
xkeHust). To ectb auddepeHnpoBKa TPE3YyMIITUBHON Me300epmbl OKA3bIBACTCS B
3HAUUTETLHON MEpe He3asucumol OT OKPYKAIOIUX TKaHEe! U Jaxe Oorade BHE TakKo-
ro OKpyXeHHs (B yCIOBUSX dKciuiaHtanuu). HampotuB, muddepeHmpoBka mpe-
3YMIITUBHOU 3KMOOepMbl OKA3bIBAETCS 3A8UCUMOU OT OKPYKEHHS, TaK KaK MPEe3yMII-
THUBHAs HeWpabHas SKTOJEpMa B YCIOBHUSIX IKCIJIAHTAIIMU B HEPBHBIC TKAHU HE Pa3-
BuBaetcs. (bosee moapoOHO 0 3aBUCHMON TU(GEPEHIIMPOBKE — B pasjeie, MOCBs-
IIICHHOM 3MOPHOHAIBHBIM HHIYKIIHSIM. )

HyxHo noguepkuyth, uto I'. lllneman u . I'onbrdperep umenu aemno B CBOUX
OMBITaX HE C OTIACIBHBIMA SMOPHOHAIBHBIMU KIIETKAMH, & C KYCOUKAMU MKAHU, CO-
CTOSAIIUMH U3 HECKOIbKUX COMeH KlemoK. BIOCIeNCTBUN CTAJIO SICHO, YTO 83AUMO-
oeticmaus medxcdy Klemkamy WTPadu B 3THX OMBITaX CYIIECTBEHHYIO POJIb, OTYETO
OHHM HE ITO3BOJISIIM 0oJiee ONPEMIEHHO CYAUTh O IMOTCHIUSAX OTACIBHBIX 3MOpHO-
HaJbHBIX KIJIETOK.
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B03MOXHOCTB 00J1€€ TOYHBIX B 3TOM OTHOIIEHUH 3KCIEPUMEHTOB OTKpPbLIACh B
MOCJIEYIONINE TOJBI, MPEeXkAe BCEro Oiarojapsi UCHOJIb30BaHUIO (PIIyOpeCHEHTHBIX
MapkepoB. C UX MOMONIBIO OMBITHI [0 UCCIAEAOBAHUIO TTOTCHIIMM OTAEIbHBIX SMOPH-
OHAJIBHBIX KJIETOK OCYIIECTBIIIOTCS cleayromuM oOpa3oM. CHayana B 3UTOTY 10
HayaJsia ApoOJIeHUs BBOJAT TaKOM Mapkep. 3aTeMm, MOcCie TOTO KakK 3apObIlll JTOCTHUT-
HET ONpeAeEHHON CTauu pa3BUTUS (OT paHHEW OJacTyJbl 10 MO3AHEH TacTpyIibl),
€ro pa3fesioT (IMCCOUMUPYIOT) HAa OTACNbHbIE KIeTkh. M nanee mo oaHON KIIETKe,
B3STON KaXIbIH pa3 U3 OMpeeNEHHON 00acTH, MEepecaKuBaloT B Ty WIH UHYIO Uy-
KEPOJHYIO €l YacTh HEOKPAIICHHOTO 3apojblima. YTo BaXKHO: (IIyopecIUpYIOIIHe
KJIETKM MOKHO OOHApYXUTh U Ha JOCTaTOYHO NO3JHUX CTAIUSAX PAa3BUTH.

[TotoOHbBIE OMBITHI MOKA3BIBAIOT, UTO OMOE/bHble SKTOACPMATbHbBIE KIETKH 0
CTaJMM CPEIHEHN 0JIacCTyNbl IPAKTUYECKH MOMUNOmeHmusl. 0Oy 1ydun nepecaxeHHbIMU
B COOTBETCTBYIOLIYIO 00JIACTh, OHM MOTYT JaTh BCE APYIHE KJIETOUYHBIE THIBI, MPO-
HCXOJAIIME B HOPME KaK M3 9KTO-, TaK U U3 Me3oaepmbl. Hanmpumep, ecnu oaHy me-
YEHYIO0 SHTOJEPMAJIbHYIO KJIETKY MEPECaauTh HA TEPPUTOPHUIO TIIA3HOTO 3a4aTKa, TO
OHa JaCT OJIHY W3 KIJIETOK CeTyaTKu riaza. OgHAaKo €ClM OTAENIbHBIE SHTOAEPMAab-
HbIC KJIETKU NIEPeCaKUBAIM HA CTAJIUU TO3HEHN OJIaCTyIIbl, OHU COXPAHSIU OTCHIINH
K (hOpMUPOBAHUIO ME30JIEPMAIIbHBIX KJIETOK, HO yTpauyMBaJid MOTEHIIMA K 00pa3oBa-
HUIO 3KTOoAepMalbHbIX. HakoHel, K cTaiud paHHEW racTpylibl OHU COXPaHSIU IIO-
TEHIIUU TOJIBKO K 00Pa30BaHUIO SKTOIEPMATbHBIX TPOU3BOIHBIX.

OO1muMii BBIBOJ U3 ONMMCAHHBIX ONBITOB MOXET OBbITh CIEAYIOIIMA: IeTepMUHA-
U, T.€. CY)KEHUE OTEHIMI SMOPUOHAIIBHBIX KJIETOK, — IPOLECC MOCTEEHHBIN:

1) n3Ha4YanbHO, 10 ONMPEACIEHHON CTaJNU PA3BUTHUS KIICTKU SBISIFOTCS MOMU-
NOMEHMHbIMU,;

2) 3ateM OHU NpoxoasT Bhazy myrvmunomenmuocmu (Mpuuém Ha o0eux (azax
B 3apO/JIbIIIIE UMEIOTCSI SKBUIIOTEHIIMATBHBIE 00JIaCTH)

4) ¥ JUIIb 3aTeM CTAHOBATCS yHunomenmuvimu (T. €. IETCPMUHUPOBAHHBIMH).
Bcerna MoOHO HallTH Takyro, JOCTATOYHO PAHHIOIO CTaIWI0 PAa3BHUTHS, KOTHA NpPO-
CneKmugHbvle NOMeHYuy 9acTel UPE UX NPOCHEKMUBHBIX 3HAYEHUU.

B Takom Buje clenaHHBIA BBIBOJ CIPABEMJIUB MPAKTUYECKH ISl BCEX BHUJIOB
AKUBOTHBIX. XOTS MPEICTABUTENN PA3JIMYHBIX CUCTEMATHUYECKUX TPYII CUIBHO pa3-
JUYAIOTCS TI0O CPOKaM JIETEPMHUHAIINU, Y KUBOTHBIX C TaK HA3bIBAEMBIM OemepMUuHU-
POBAHHBIM, WIH MO3GUYHLIM, Pa3BUTHEM (00a TepMUHA HECKOJBKO YCTapeiau, HO
MPOJIOJDKAIOT TPUMEHSTHCSA) MOTEHUUU SMOPUOHAIBHBIX KJIETOK CYIIECTBEHHO
CyXarTcs emeé B nepuos opobaenus (MPEeMMyIIeCTBEHHO MHOTHE TIEPBUYHOPOTHIC —
rpeOHEBUKH, KPYTJble, KOJbYaTble YEPBH, MOJUTFOCKH, U3 BTOPHUYHOPOTHIX — aCIH-
aun). Y Ipyrux — Tak Ha3bIBaEMbIX (DOPM C pPEryassTUBHBIM pa3BUTHEM (KHIIICYHOITO-
JIOCTHBIE, UTJIOKOXHE W TIOYTH BCE XOPJOBBIE) — JCTEPMHUHAIMS KICTOK HACTYIMAeT
MO3/THEE.

OmnucaHHbIE B 3TOM pa3zelie ONbITHl MO3BOJISIOT ClIeJaTh BBIBOJ 00 0Ouiem xo-
O0e ambpuonanvrol demepmunayuy. Ho oHM HE AAIOT MPENCTABICHUS O TOM, KaKue
KOHKPETHBIE MeXaHu3Mbl OCYILIECTBISIIOT O2paHuyeHue nomenyuil 3MOPHUOHAIBHBIX
KJIETOK. JTOT BOIIPOC PEIIAJICA B OMbITAX APYroil KaTeroOpuHu.
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2.1.10. MOpuoHaNbHBbIE PeryJIslUH
3akon [dpuma

Pe3ynbraThl MHOTOYMCIIEHHBIX HAONIOJEHUN 3a pa3BUTHEM 3MOPHUOHOB pas-
JIMYHBIX KUBOTHBIX, B TOM YMCJIE BBIPAKECHHBIE B BUJIEC KAPT NPE3yMITUBHBIX 3a4aT-
KOB, IIOKa3bIBAIOT, YTO Cy/1b0a YacTel 3apo/blllia Ha Pa3HbIX CTAIUAX 0emepMUHUpo-
éana NOBOJIBHO TOYHO. BMmecTe ¢ TeM, yka3aHHBIE BBIIIE MHOIOYUCIICHHBIE KCIIEPH-
MEHTBI J€EMOHCTPHUPYIOT, YTO 3TH JETEPMUHALMU MO2ym Oblmb U3MEHEeHbl U OCy-
wjecmeniensl 6H08b. Tak KOra e 1 KaKk OCYIECTBISIOTCS 3TH JIeTepMUHALIN ?

Baxxuyio poib B BEIpaOOTKE COBPEMEHHBIX MPEACTABICHUI 0 MEXaHU3MaX M-
OpMOHANBHOW AeTepMUHAINK ChITpaiio oTKpbITHE B 1891 1. I'. Jlpumiem Tak Ha3biBa-
EMBIX 2MOpuoHanvHulx peeyasayul. IIpITasch BBIABUTH CTaauU, Ha KOTOPBIX OCY-
LIECTBIAECTCSA HAYalbHAA NETEPMUHALMA, B CBOMX JKCIEPUMEHTAX OH OTIEISII APYT
OT Apyra JBa OjacToMepa IpoOsiieics sSMIEeKIeTKH MOPCKOro exa. B nanpHeimeM
KaKIbIA U3 3TUX 0JacTOMEPOB IpOOMIICA TOUHO TaK )K€, KaK €clii Obl OH BXOJWI B
COCTaB LIE€JIOr0 3apOJbIIIA, HO B PE3YyJIbTAaTE 1aBajl OTKPBITYIO C BHYTPEHHEN CTOPOHBI
«monyomactyay» (puc. 109).

Puc. 109. Cxema peryssiimoHHOTO TpoIiecca B MEPHIHOHAIBHO pa3pe3aHHON 1e001acTyie Mop-
ckoro exa (no: ["azapsn, benoycos, 1983): cBeTible YacTH — MPE3yMITUBHBIA SKTOASPMAaTbHBIN,
MOKPBIT TOYKaMU MPE3yMIITUBHBIN 3HTOIE€pMAaJIbHBIH, 3aIlITPUXOBAH — IPE3YMITUBHBIN Me30-
JIepMabHbIA MaTepuan; A, A, — HoOpMaiabHOE pa3BUTHUE OT cTaauu onactynsl; by b, b,— perymns-
IIMOHHOE Pa3BUTHE U3 MOJIOBUHKH OJIACTYIbI, b3— rUnmoTeTHyeckuii MOHCTp, KOTOPBIH JOKEH OB
Obl BOSHUKHYTb U3 MTOJIOBUHKU OJIACTYIIBI B OTCYTCTBUE PETYJISILIMOHHOTO MIPOIecca; aa — aHUMallb-
Hasl IIHPOTA; €€ — HKBATOP; VV — BereTaTUBHAs IIHPOTa
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Kazanoce Obl, 4TO M3 KaXJ0H TaKol «I0JyOJacTysbl» JOJKHA MOJYyYUTHCS
JIMILB [TOJIOBUHA 3apoabliia.  OAHAaKo pe3ynbTaT ObUI MHBIM: Jlajee Kaxaas «Io-
ay6nactyna» 3aMblKajlach B IIap, U3 KOTOPOTO 3aTE€M BO3HHMKAJA MOJIHOIIEHHAS Ipa-
BUJIBHO OpPraHM30BaHHAs JIMYMHKA CO BCEMU CBOMCTBEHHBIMU €M CTPYKTypaMu (XOTs
M BIIBO€ MEHBIIHX pa3MepoB). To eCcThb kascowlii N3 IBYX TEPBBIX OJIACTOMEPOB JaBal
yenvlil 3apOJIbIII.

AHaNornyHele pe3ysbTaThl AAlOT SKCHEPUMEHTHI 10 Pa3JeieHUI0 OjacToMe-
poB. Hammpumep, I'. lllneman nepetsaruBan OIiogqoTBOPEHHOE A0 TPUTOHA BOJIOCA-
HOH TeTieil, B pe3yibTaTe 4ero OHO MPHOOPETANO BUJ TMMHACTUYECKON TaHTEIH
(puc. 110,A); mpu STOM SIPO OKA3BIBACTCSI, €CTECTBEHHO, JIUIIb B OJJHOW U3 €€ MOJIO-
BuH. [lanee B «sepHO» OJOBUHE HAUMHAETCS ApoOiieHue, a «0e3bsiepHas moio-
BUHa He apobutcs. [lpu ocnabieHnn MeTnu MepeTSHYThI Y4acTOK MOXKET OBbITh
pacuIMpeH u oAaHo U3 siaep (Ha craguu 2, 4, 8, 16 u 32 61acTOMEpOB) MOKET OKa3aTh-
csi B Oe3bsa/iepHOl nojoBUHE. Eciu 3aTeM METiio 3aTIHyTh CHOBA, TO Ka)aas MOJIO-
BUHA Pa3BUBACTCS B HOPMAJIBHBIN 3apoJbIll (XOTs OJMH M3 HUX IO MOHSTHBIM TPH-
YUHAM OTCTAET B PA3BUTHUH).

Puc. 110. IlepemrnypoBka stiilia TpuToHa mnocie orogorsopenus (mo: I'. [lneman, 1919): A — cxe-
Ma IIepemHypoBKH; b, B — pa3BuBaroniuecs 3apoapim

Takum oOpazom, emi€ pa3 ObUIO MOATBEPHKIECHO, YTO HEKOTOpasl wacms 3apo-
IbIIIAa MOXET AaTh Yel0CMmHbl OPTaHU3M HOPMAJIIBHOM CTPYKTYPBIL. DTOT MPOLECC
Jpui v Ha3Bal SMOPUOHANLHOU pecyaayuel.

(B nHacrosiee BpeMs UCIONB3YETCS TEPMUH «JIPHUIIEBCKUE PETYSALUN» — HE
TOJIBKO KaK JaHb YBa)KCHHs BBIJIAIOIIEMYCS HEMELKOMY OHOJIOry, HO U JJIsl TOTO,
YTOOBI OTIMYATh UX OT JIPYroro, 0ojiee y3Koro, HO TaKXKe BCTPEYAIOUIETrocs Kiacca
PETYJISIUI — CM. HIKE. )

Urak, ambpuonanvuas peaynrayus — 60cCmManHosileHUe HOPMAIbHOU, ceoMempu-
YyecKu NpasuibHoOU U NOJHOU CMPYKMYPbl OP2AHUZMA NPU HAPYUEHUU HOPMATbHO20
X00a pazeumusi.

Takue peryisiuu MoATBEP>KACHBI HA OTPOMHOM KOJIMYECTBE OOBEKTOB U CTa-
U pa3BUTHA: OKA3aJOCh, YTO OHU OYKBAJIbHO NMPOHMU3BIBAIOT BECh OHTOI'CHE3, MPO-
ABJISISICH HEPEJIKO U BO B3POCIOM COCTOSIHMU. V3 M37105KEHHOrO CIIENYIOT 1Ba OCHOB-
HBIX BBIBOJA.

1) JIpuineBckue peryJisiiiid BO3MOXHBI JIAIIb MPU HAJTMYWH, 110 KpailHeH Mepe,
MyTbmu-, €CIIU HE MOMUnomermnHocmy KIETOK 3apoJbllla, U MTOATOMY MOTYT CUH-

145



TaTbCsl  HEOMPOBEPKUMBIM  SKCIIEPUMEHTAIbHBIM  KPUTEPUEM TaKOW  MYlib-
TU(TOTH)IIOTEHTHOCTU. DTO TaK MOTOMY, YTO NPH JPUILIEBCKUX PETYISIUAX HEIpe-
MCHHO M3MEHSFOTCSI MPOCIICKTUBHBIC 3HAYCHHUS XOTs Obl YaCTH (€CJIM HE BCEro) Mare-
puaia 3apojplllia; €Clid YacTh MaTepuaia 3apojibiiia Ja€T 1Eesblii OpraHu3M, 3HAYUT,
TO, YTO J1a€T 3Ta YaCTh, BHIXOJUT 3a MpeAeIibl €€ MPOCIEKTUBHOTO 3HAUCHHUS.

2) He TOJIbKO B 3KCIIEPUMEHTAIBHBIX YCIOBUSAX, HO U B HOPME KaK7asl 4acTh
3apojpliia (BIJIOTh 0 KJIETKH) «BhIOUpaeT» cebe MpOCIEeKTUBHOE 3HAUYCHUE U3 8Ce20
umerowecocs Habopa nomenyuu, WIA, UHBIMUA CIIOBAaMH, OemepMuHupyem CBOIO
Cyns0y.

Ha ocnoBanuu mogoOHOrO poaa aanabix I'. Jlpurem Obu1 chopMynmupoBaH 3a-
KOH, OJIMH U3 OCHOBHBIX B 3MOpPUOJIOTUH, HA3BAHHBIN BIOCIIEICTBUU €ro uMeHeM. OH
bopMyIupyeTcs CASAYIOMHUM 00pa3oMm:

IIpocnekmugHoe 3nauenue Kaxico020 NeMeHmMa CUCHEMbl eCb (QYHKYUsL e20
NOJIOHCEHUS 8 YEIOM.

PaccmoTpum, moueMy u3 ¢akrta SMOPHOHAIBHBIX PETYJNAINI BBITEKA€T 3TOT
3aKOH M KakK €ro ciexyeT NoHumaTh. [Ipexie Bcero, HAMOMHUM, YTO JTF000€ HAYYHOE
BBICKA3bIBAHUE UMEET CMBICI, €CJIU €MY MOKHO IMPOTUBOIIOCTABUTh aJIbTE€PHATUBHOE;
BBIOOP MEXTY MIPEANOI0KEHUSIMHI OCYIIECTBIISIETCS HA OCHOBE IKCIIEPUMEHTA.

3akoH [lpuiia ynoBieTBopseT 3ToMy TpeboBaHui0. EMy MOXHO MPOTHBOMO-
CTaBUTH JJaXKe HE OJHY Pa3yMHYIO alIbTCPHATHUBY.

Hanpumep, npeanosiioxkum, 4To MPOCHEKTUBHOE 3HAUYCHHUE DJIEMEHTa 3aBUCUT
HE OT €r0 N0JI0XCeHUsl, a SIBIIACTCS CICICTBUEM KaKUX-THO00 sHnewnux yeaosuil (po-
TEKIIIEro BpeMEHW WM, Ooyiee 00INO, BHYTPCHHUX CBOMCTB 3jeMeHTa). HambOomee
MOJIE3HO OOCYJUThH MOCTEIHIO BEPCHUIO KaK CaMyl0 OOIIYIO: ONPEAEsIeTCs JIU TPo-
CIIEKTUBHOE 3HAUYCHHE DJIEMEHTA 3apO/IbIlia JEUCTBUTEIBHO €0 NON0NCEHUEM «8 Ye-
JIOM» WU ke, HE3aBUCUMO OT TMOJIOKEHUSI, BHYTPEHHUMU CBONCTBaMU JAaHHOTO 3Je-
Mmenma?

Jly1st aTOrO0 CHOBa OOpaTUMCS K aHAIM3Y PAa3BUTHSI 3apOJIbIIIA MOPCKOTO €XKa U3
1/2 siineknerku (puc. 109). HanecéM kak Ha HOPMAJILHOTO, TAK M HAa pPa3BUBABIICTO-
Csl U3 MOJIOBUHBI SIUIIEKIIETKU 3apO/blllla KOOPAUHATHBIE CETKHU, COETMHUB MEpUANA-
HaM{ aHUMAJLHBIN M BEr€TaTUBHBIN IMOJIOCA U MPOBE/S YEPe3 CEPeIMHY 3apO/IbIiia
skBaToOp. Takum 00pa3oM, MbI MOKEM MPHUBS3ATh MOJIOKEHUE JTIO00H KIETKU 3apo-
JBIIIA K OMPEACTIEHHOMY «TPagycy» JAOPCO-BEHTPAIBHOMN «JIONTOThDY U aHUMAJIbHO-
BET€TAaTUBHON «IITUPOTH». JJIsl MPOCTOTHI OIPaHUYMMCS PACCMOTPEHHUEM TOJIHKO ITH-
pOT (TIOHSITHO, YTO C JOJITOTAMH JIeJI0 OOCTOUT TakuM ke 0opa3zom). IIpu paccmoTpe-
HUU PE3YJIbTATOB CEPUU OIBITOB, CTAHOBUTCSI OYEBUJIHO, YTO PETYJIAIMS 3aKITH0YaeT-
Ci B TOM, 4YTO HYaCMb, PACHOJNONCEHHASI HA OOHOU U MOU e «AHUMATbHO-
8e2emamusHoll wupomey, 6ce20a npuobpemaem OOHO U MO JHce NPOCHEKMUBHOE
3HayeHue. B TPOTUBHOM Cily4ae MOJIHOLIEHHOE MPONOPLIHUOHAILHOE Pa3BUTHE OBLIO
ObI HEBO3MOKHO (cM. puc. 109).

C npyroil CTOpOHBI, TaK K€ OYEBHUIHO, YTO UCXOJHBIE MPOCIEKTUBHBIC 3HAYE-
HUSI YaCTH, PACTIOJIOKEHHON 6 9KCnepumenme U 8 Hopme Ha OJTHOWU U TOU K€ IIHPOTE,
Pa3JIMYHBL: 3TO HEMOCPEACTBEHHO CJIEAYET U3 KapThl MPE3yMITUBHBIX 3HaUeHUM. Ec-
71 OBl MPOCTIEKTUBHBIC 3HAYCHUS OCTABAIMCH MCXOJHBIMHU M HE U3MEHSUIHCH OBl B 3a-
BHCHUMOCTH OT ITOJIOKCHHUS B IIEJIOM (T.€. COTJIACHO KOOpJWHATaM), TO u3 1/2 siiie-
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KJIETKHA BO3HUK ObI HE MOJHOILICHHBIN 3apOAbIll, a HEKHl MOHCTp BpOZE M300paXkeH-
Horo Ha puc. 109, b3,

B kadecTBe MOATBEPKACHUS 3TOTO COOOpaKeHUS MPUBEAEM CIEAYIOIIHNE J1aH-
HEBIE.

B. Py B 1887 r. ykanbIBas ropsiueii UIJION OJHMH U3 NMEPBBIX 0JaCTOMEPOB 3apO-
JbIia Jarymky. OCTaBIIMICS KUBBIM OJaCTOMEDP pa3BUBAJICS, HO pa3pylleHUE Apy-
roro BeJjo 3a co00¥ Heopa3BUTHE BCeW MOJIOBUHBI Telia 3apojbima (puc. 111). AB-
TOp CJIIeJal BBIBOJ B IOJIb3Y CBOErO MPEACTABICHUS O 3apojblllie KaK Mo3auke Ona-
CTOMEpOB, CyJb0a KOTOPBIX IpeaonpeaesieHa n3HayaapHo U HeusMeHHo. Onnako O.
I'eptBur (1849-1922) u npyrue ucciemoBareiu, pazoeiss 0JacTOMEpbl, OKa3bIBa-
JIM, YTO U3 Kaxc0020 O0J1acTOMEpa pPa3BUBACTCS Ye/iblll HOPMAIbHbLL 3aPOIBIILL.
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Puc. 111. A — «101y>MOpUOHY JISTYIIKH, PA3BUBILUKCS U3 OJTHOTO OJaCTOMEpa Mociie yMepIBIIe-
HUs APYyroro (Ha AByxOjgacToMepHOU cTtaaun); b — 3apoasiin Ha cTaauu paHHed Helupynbl. 1 —
MEPTBas MOJIOBUHA; 2 — )KMBas MOJIOBHHA; 3 — OJIACTOIICIIb; 4 — apXEHTEPOH; 5 — HEPBHBIN BAJIUK; 6
—xopza (mo: Py, 1886)

DKCnepUMEHTHI 00€UX CIOPSIIUX CTOPOH ObLIM Oe3ynpeuHsl. Paznuyus xe pe-
3yJIbTAaTOB OOBACHSIIOTCS, C OJHOM CTOPOHBI, Pa3HON TEXHUKOH OMBITOB, & C IPYToi —
W3JIMIIHE OJHOCTOPOHHEN OLEHKOM PE3yJIbTaTOB, POJIUKTOBAHHOM NPEAB3ATONU TOY-
KOH 3peHHsl. A UMEHHO: B onbITax Py, B CylIIHOCTH, HE ObLIO U30JILUU OJACTOMEPOB:
OCTaBaJICsl YOUTBIN «IIPUBECOK», UTO U OTPA3UIOCh Ha (POpMOOOPa30BaTEIHLHBIX MPO-
neccax. Ilpoucxonuna 3anepkka peryysiquy BCIEACTBHE MEXAHUYECKOIO IIPEIsT-
CTBUSI PETYJISITUBHBIM MEPEMENIEHUSIM CO CTOPOHBI MPUKATON K 3apOJBIITY MEPTBOM
Macchl yOUTOro OiactoMepa; B 3TOM CIIy4ae COCTOSIHUE LEJIOCTHOCTH, HECMOTPS Ha
ru0desib OJJHOM M3 YacTel, Mo CyTH, HE MEHseTCA. XOTs PEeryysius, OAHaKo, U HACTY-
MIaeT: MPOUCXOJINT, IO BRIPAXKEHMIO Py, «mocTrenepanns» u pa3BUBAETCs LIENIBIA Op-
TaHU3M.

SABneHuss YMOPUOHATBFHBIX PETYJISINI TaJleKO HE OTPaAaHUYHBAIOTCS BO3-

MOKHOCTBIO Pa3BUTHS LIETIOTO 3apojsimia u3 1/2, 1/4 unm gaxe ené MEeHbIIeH 4acTH
sitekiaeTku (puc. 112).
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Puc. 112. ITpumepsl sMOpHOHAIBHBIX peryisaiui (mo: I'epcraaunyc, 1973): B — nuurHKa MOpPCKOTO
€Xa, pa3BUBLIASACA U3 LIEJION ANLEKIETKU; b — JIMYMHKY YMEHBIIEHHBIX Pa3MEPOB, HO HOPMAJILHON
CTPYKTYpBbI, pa3BUBILINECS U3 OJHOTO OJacToMepa, M30JIMPOBAHHOTO HA YEThIPEXOIacCTOMEPHOU
CTauu

VY HEKOTOPHIX BHIOB yIaBaloCh, HAIPOTHB, CIUMb BMECTE JIBE SHIEKICTKU. 1
B pe3ysbTaTe BHOBb IOJy4alach HOPMAaIbHO MOCTPOCHHAs JMYMHKA 03 yIBOCHHS
KaKUX-JTM0O0 3a4aTKOB (XOTS M KpyIHEe, YeM B HOpME). AHAIOTHYHBIC PE3yIIbTaThl
HOJy4eHbl W Ha JIPYTrUX OOBEKTaX, B TOM YHCJIE Ha 3apOJBIIIaX MIIEKOMUTAIOIINX
(puc. 113).

@
e 5 B 8B

¥ nanenwe ofonouex o
Apofawmeca nyvem obpaBoricu WneyBaumna npu 37 C 10 VITIO: CRuAKKE 3ap0Abiluei
Alua NPOTBONMTHYECK MK
EDMEHTEMMH

S8

l Mmnnantauua w paaguTue in vivo

MpwemHan maTe

*
Camei, NOAREPrHYTRIR
BAIEKTOMMM
Puc. 113. XumepHble MBIIIH, TIOTY4YE€HHBIE B PE3yJIbTaTe CPAIIMBAHUS 3aPOABIIIEH IBYX pa3HbIX

TCHOTHIIOB Ha CTaauu apobaecuus (mo: Mintz, 1967)
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[IpuBeném emé OOMH BapUaHT ONBITOB, OCYLIECTBIEHHBIX COBEPLIEHHO APY-
MM METOJIOM: MOJyYeHHE HOPMAJIbHBIX 3apOAbILIIEH U3 nepemeuianuvix Onactome-
poB. I[lepBblit onbIT Takoro poja nocraBui eme cam ['. pum. OH cnaBnuBan apo0si-
HIYIOCS SIMIIEKIIETKY MOPCKOIO €Xa TaKUM 00pa3oM, 4To OJacTOMEPHI MEHSUIM CBOUX
cocesiell U, CIIeZIOBATEIIbHO, CBOM TMOJIOXKEHHUS JAPYr OTHOCHTEIBbHO apyra (puc.114).
Tem He MeHee, BO3HUKAIM COBEPILIEHHO HOPMAJbHBIE 3apObIIIN, TaK KaK CYJIbOBI
0J1acTOMEPOB U3MEHSUIMCh B TOYHOM COOTBETCTBHUM C MX TOJIO)KEHUSIMU B HOBOM I1e-
JIOM.

(6) APOBNEHKE NOA AABNEHMEM

Puc.114. Dxcnepument I'. [puiiia mo M3MEHEHHIO pacTIpeIeICHHs sAep MO/ 1aBlieHreM (I10:
Huxley, deBeer 1934): A — HopManbHOE IpOOICHHE 8-KJIETOUYHBIX 3apOIBIIICH MOPCKOTO €XKa; BH/I
C AaHMMAJILHOTO T10JIt0Ca (BEPXHSISl YaCTh PUCYHKA), BUJ COOKY (HMXHSS 4acTh PUCYHKA); b —
aHOMaJIbHOE JpO0IieHNe, BI3BAaHHOE CILTIOIIMBAHUEM 3apO/IbIliia MO AaBlieHueM. Bua ¢ aHumanb-
HOTO TOJIIoca (BEPXHsIsl YaCTh PUCYHKa), BUJ COOKY (HUKHSISI 4aCTh PUCYHKA)

Cnenys no satomy nytd, A. Jlkyauue u M. u E. Cniurenman noiayyuiu emié
6onee adexTHbie pe3ynbTaThl. UM ynanoch BIpacTUTh HOPMAJIbHBIX JIMYUHOK MOP-
CKHX €XEH M3 JUCCOIMHPOBAHHBIX M 3aTEM OECTIOPSAIOYHO MEepPeMEIIaHHbIX 0J1acTo-
MEpOB, MPUHAICKAIINX pasHbiM 3apojbliiaM. Pa3BuTue 1UIO MpH 3TOM CaMbIMU
Pa3TUYHBIMH, TTOIYAC COBEPIICHHO HEOOBIYHBIMU IMyTSAMHU. B TPOTHBOMOIOKHOCTH
HOPMAJIbBHOMY Pa3BUTHIO B 3THX OMBITAX MOYTH HUKOTJAA HE BOSHUKAJHW TOJIbIC OJia-
CTYJBI — BMECTO HUX OOPa30BBIBAJHMCH IJIOTHBIE KIIETOYHBIE CKOILICHHS, KOTOPBIC
MIOTOM, TEM HE MEHEee, OJIpa3/IeTsUINCh Ha 0oJiee WM MEHEee HOpMaJibHbIE BHYTPEH-
HUE 3a4aTKW;, UHOT/Ia Pa3BUTHE HAYMHAIOCH ¢ ()OPMHUPOBAHUS CKEJIETa U3 U3BECTKO-
BBIX WTJI, HA KOTOPHIN MOTOM «HAclauBalucCh» Msarkue Tkanu. (Kpome Bcero mpoue-
ro, B 9TUX OMBITaX BHOBb MPOSBIACTCS SKBU(PUHATLHOCTh — CIIOCOOHOCTh JIOCTUTATh
OJTHOM M TOM K€ LETH COBEPIIEHHO PA3IMYHBIMH My TSIMH. )

Htak, B cBOCH Hambomnee obmel popmynupoBke 3akoH Jlpuina onupaeTcs Ha
OTPOMHBIN (DAKTUIECKUN MaTEPHAI U ABJISIETCS IMAUPULECKUM 000OUeHUEM.

3HAYUTEIBHO TPYJIHEE OTBETUTH HA BOMIPOC O PEATBHBIX MEXAHU3MAX TAKON
3aBucuMocT. Cam [puin Obut yOex1€H, 4YTO OTKPBITas UM 3aKOHOMEPHOCTh OTpa-
KaeT CBOMCTBA, MPUCYIIUE TOIBKO KUBBIM CHCTEMaM. TO €CTh OH cuuTal, YTO B OC-
HOBE €ro 3aKOHa HE MOTYT JIeKaTh Kakue-11u0o (Ppuznueckue u XMMHUYECKUE 3aKOHBI,
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4TO (paKTOp IEJIOCTHOCTH HEMO3HaBaeM. B yacTHOCTH, OH WILTIOCTPUPOBAJ 3TO OMU-
CaHHBIM PAaHEE IKCIIEPUMEHTOM 10 CIABIMBAHUIO 3apoAsiiei. [Toatomy s dpuma
€ro 3aKOH peulajics B paMKaxX TOJIbKO BUTAIM3Ma, TaK KaK B IEPBOM MOJOBUHE XX B.
JNEHUCTBUTEIHHO ObUIM HEU3BECTHBI (PU3UKO-XUMHUYECKUE (DAKTOPHI U 3aKOHOMEPHO-
CTH, KOTOPBIE MOTJIA OBI JIeXKaTh B OCHOBE MOJOOHBIX SIBJICHHM.

B wactHOCTH, CBOM COOOpa)KE€HHUs OH BhIpaxkal B TAKOW MaTeMaTU3UPOBAHHON
dhopme:

B(x)=f(S,I,E),

rae B — npocnexkTuBHOE 3HAaUE€HHE YaCTH X;
S — BeIMYMHA 3TOM YaCTH;
L — paccTosiHMe 3TON 4acTH OT BHIOPAHHOM TOUKH OTCUETA;
E — He uTo unHoe, Kak oumenexus Apucrorens!

Onnaxo Butanu3Mm Jlpura He HaMIEN NOIACPKKU Cpeld OMOJIOTOB U HE TIPUBEI
K CKOJIbKO-HHUOY/Ib CYIIECTBEHHBIM Hay4HbIM pe3yibTaTaM. CaM ke OH B JlajbHEH-
IEM OTOMIEN OT 3aHSITUNA 3MOPHOJIOTHEHN, MOCBIATUB ceOsl B Ooblel cTeneHu (Huio-
codun.

2.1.11. PeryisiuMu myTéM COPTHUPOBKHU KJIETOK
(HeapHIIEBCKHE PeryJIsiiim)

[Toutu B oiHO Bpems ¢ I'. Ipumem — B cepeaune 1930-x rr. — U. T'onbTdpere-
pOM OBUIM MOCTABJICHBI OMBITHI, B X0/I€ KOTOPHIX 3apoisiiin ambuOuii ouccoyuupo-
8a1UCL HA OTJECIbHBIC KJIETKU Ha CTAUAX racTPyJyibl U HEUPYIIbI, U ajiee TIepeMeIlIn-
BAJIUCh. BOCIOIB30BaBIINCH TEM O0CTOATEIBCTBOM, YTO Y 3aPOBIIICH pa3HbIX BUIOB
aMpuOUl KIETKU OJHUX U TEX K€ TKaHEeU UMEIOT Pa3IuYHyI0 OKpacKy u pasmep, Ta-
yHC 1 ['onbT(peTep MpOCIeTuIN IOBEAEHHE BOCCOEMHAIONIMXCS KIeToK (puc. 115).

KNOTKM NROIyMNTHeNOo

Cerperaunn
KNETOMHBIX
TWNOB

Onuaepmansie —_
KNETKH

Puc. 115. Pearperanus kietok u3 Helpynsl asarymkn (mo: Tayac, ['omsrdperep, 1955)
PCSYJ'IBT&TBI 9THUX JKCIICPUMCHTOB 6BIJ'H/I BIICYATJIIAOIIINUMHU. BO'HepBI)IX, arpe-

TUPYIOIINE BHOBb KIJIETKM PACCTABISIOTCS B IPOCTPAHCTBE IMO-PAa3HOMY, TaK, YTO
BMECTO CMECHU U3 JIBYX THUIIOB KJIETKM KaXKJOT0 THUIIA OTCOPTUPOBBIBAOTCA B Pa3HbIC
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paifonbl. Takum o00pa3oM, Korzma snuAepMaibHble (IKTOIEPMalbHBIE) U MeE30-
JIepMaJIbHbIE KJIETKU OOBEAUHSIIN VISl OJTYUYEHHUs arperaTtoB, dMUepMaibHbIe KIIET-
KU MepeMelaiich Ha nepudepuro, a Me30JepMalibHbIE KJIETKUA JBUTAIUCH BHYTPb
arperatoB. He ObL10 ciydas, yToObl IPU MOJYYEHUH CMECEH KJIETOK Pa3HbIX THUIIOB
OHM OCTABaJIUCh TMEPEMEIIaHHBIMU CIIy4ailHbIM 00pa3oM, yailie KJIETKH OJHOTO THIIa
OKpYXaJlIl KJIETKH JIpYroro Tura. Bo-BTOpbIX, KOHEYHbIC MO3UIUU BOCCOCIUHSIO-
HMIMXCS KJIETOK COOTBETCTBOBAJIH MOJOXKEHHUSIM B 3apOJIbIIIIE.

[ToHATHO, YTO SIBJIGHUSI TAKOTO THIA OCHOBAaHbI HE HA MU3MEHEHUSX MPOCIIEK-
TUBHBIX 3HAYEHUH KJIETOK COTJIACHO WX MOJIOKEHUSIM, KaK MPU JAPUILICBCKUX PETyIIs-
LUAX, &, HAIIPOTHB, HA CTOMKOM COXPaHEHHH KaXIbIM THUIIOM KIIETOK C80UX UCXOO-
HbiX CBOMCTB. [103TOMY HaHHBIE SBJICHUS HA3BIBAIOT HEOPULLEECKUMU PETYIIALMSIMU.

Nx MexaHu3Mbl 3HAYUTEILHO MPOIIE U aHAJTOTUYHBI MEXaHU3MaM pa3/elICHUs
KOMIIOHEHTOB OOBIYHBIX IMYJIbCUI. B OCHOBE SIBIEHUI COPTUPOBKH KIIETOK JIEKAT UX
OecrnopsiIouHbIe BHaYalle JIBHXKEHUSI, B X0/I€ KOTOPhIX KOHTAKTUPYIOIIUE KIETKH KaK
OBl «ONIYIBIBAIOT» JIPYT JIPyra U CKPEIUISIOTCS ¢ ce0e MO0OHBIMH, TaK KaK TaKHe
(rOMOJIOTHYHBIE) CBSI3U MPOYHEE CBA3EH PA3HOPOJHBIX KJIETOK (TeTepOJOTHYHBIX).
[Ipo4HOCTh K€ TOMOJIOTUYHBIX CBSI3€M OOBSCHSETCS MPHUCYTCTBHEM B HaJMeMOpaH-
HBIX CTPYKTYpax KJIETOK OJHOTO M TOTO K€ THUIA CIEeIUPUIECKUX MOJEKYJ KIETOY-
HOH aare3uu. Bmecrte ¢ TeM, oJlHaKO, camMo IO cede X MPUCYTCTBHE eIIé He 00bsC-
HSAET 3aKOHOMEPHOM MPOCTPAHCTBEHHON OpraHU3allMu arperaToB, T. €. UX pasjelie-
HUSI Ha BHEITHIOIO U BHYTPEHHIOW «(a3bl» ¢ MUHUMAILHON TPaHUIIEH MEKIYy HUMHU.

[Ipu 3TOM HY>XHO OTMETUTb, YTO y OOJILIIIMHCTBA OPraHU3MOB OCHOBAHHBIE HA
COPTHPOBKE KJIETOK HEAPUIIECBCKUE PETYJSIIMA B HOPMAJbHOM pPa3BUTHUU CYIIle-
CTBEHHOH POJIM HE UTPAIOT: OHU OTPAKAIOT CKOPEE pe3epsHble MEXAHU3MbI, KOTOPHIE
BKJIFOYAIOTCS TOTJA, KOTAAa HAJl0 OOECHEYHUTh «YHCTOTY» TKAHEM OT 4y>KEepPOJHbIX
kietok. (MHTepecHo, 4TO MeXaHU3Mbl KJICTOYHOW COPTUPOBKH B ONPEACIEHHON CTe-
MEHW HAPYIIAIOTCS MPU PAKOBBIX 3a00JIEBAHUSAX, YTO CIIOCOOCTBYET MHBA3UBHOMY
POCTY paKOBO# TKaHH. )

OpnHako y OpraHu3MoB, JIEKAIIUX HA TPAHU MEXAY OJHO- U MHOTOKJIETOYHBI-
MU, PETYJAINHA HEJPUIIIEBCKOTO THUIIA SIBIISIOTCS OCHOBHBIM CpelicTBOM AuddepeH-
LUPOBKHU U MOJJIEPKaHKsI HOPMAJIbHBIX Mpornopuuii Tena. Hanpumep, 3T0 yCUIEHHO
M3y4aeMble aKpa3ueBbie TPUOBI (MUKCOMMIIETHI). 3HAUUTEIBHYIO YacTh CBOETO JKH3-
HEHHOTO IuKia (puc. 116) oHM MPOXOJAT B BUJIC OTAEIBHBIX MOJABUKHBIX KIETOK —
MukcamEO. [Ipu HMCTOIIEHHM TUTATENbHBIX PECYPCOB WM MPU JPYTUX CTUMYJIAX
MUKCaMEOBI arperupyror. Arperauus o0ecrneurnBaeTcsl XeMOTaKCUYECKUM MEXaHU3-
MOM: OTJAEJIbHbIE MUKCaMEOBI HAUMHAIOT BBIACIATH OCOObIE BEIIECTBA, a APYyTHUe MoJ-
3yT BBEPX IO IpaaucHTy ux KoHieHTpaiuu. (bosee moapoOHO TaHHBIA Mporece pac-
cmarpuBaercs B 2.3). B pe3ynbraTe arperaiinu BO3HHUKAET «KOJIOACOBUIHOCY IOJI3a-
folee 00pa3oBaHME U3 HECKOJIBKMX THICSIY CKJIEUMBLIMXCS MUKCaMEO — IceBlOIIa3-
Moauii. B HEM nmuddepeHnmpyoTcs KIETKH ABYX THUIOB: TaK Ha3bIBaEMbIC npeo-
cmebnesvie (B TIEPEAHEN YaCTH TICEBIOIUIA3MONS) U npedcnoposvie (B €ro 3aaHel
yactu). [anee nceBaomia3Mouid mpopacraeT B IIOJOBOE TEIO CO CIIOpaMU, CUAS-
ee Ha JJTMHHOM cTebernbke. Ha 3TOM KU3HEHHBIN UK 3aKaHYUBAETCS: CTIOPHI TIPH
0JIarOMPUATHBIX YCJIOBUSX BHOBB IIPEBPAIIAIOTCS B MUKCAMED.
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Puc. 116. XKXuznennsiit uukin Dictyosielium discoideum. ["amionnbie criopbl 1at0T HaYaJlo MUKCa-
MEDGaM, KOTOpbIE pa3MHOKaIOTCs OecrnionbM myTéM. Kora nuieBsie pecypchbl HCTOIIAIOTCS, HAUH-
HaeTcs arperanusi ¥ o0pasyeTcsi MUTpUPYIOLIHi rceBomuia3Moquil. [locTeneHHo oH mpekpaiaer
IBUKEHME U 00pa3yeT II0J0BOE Telo, Jaroliee MHOXKECTBO criop. BpeMs ykazaHo B yacax mocie
Hayvana ronoganus (mo: ['unbept, 2010)

VY CTaHOBIIEHO, YTO COOTHOLIEHHE KOJMYECTBA IMPEICTEONEBBIX U KOJINYECTBA
IIPEACIIOPOBBIX KJIETOK COXPAaHAETCS HEU3MEHHBIM IIPU IEPEPE3KE ICEBIOIUIA3MO-
IUsi: OH TPOSBIISET UACAIbHBIE PEryJSLHMOHHBIE BO3MOXKHOCTH. CHauvana aymalid,
YTO 3Ta PEryJsluUs MPOXOJUT MO JPUILEBCKOMY THILY, T.€. KJIETKU TuddepeHumpy-
FOTCSI COTJIaCHO CBOEMY MOJIOKEHUIO BJIOJIb OCH ItazMoaus. Oka3anoch, OJHAKO, YTO
510 He Tak. O0a TUNa KJIETOK BO3HHUKAIOT BHAYaje B CIIy4alHOU JOKaIu3aluyd BHYT-
pH TICEBIOMIA3MOAMS U JIMILIb 3aTEM COPTUPYIOTCS: MpeAcTeOsieBble CMEIalTcs K
nepeHeMy KOHILy, IPEICIIOPOBBIE — K 3aHEMY. Takoe pasleneHue, Kak M arpera-
nusi MUKCaMm€O, ompeaesnseTcss TpaJlueHToOM KoHIeHTpauuu HAMO®: y nepemHero
KOHIIa TJIa3MOAUSl OHAa MAaKCHUMajbHA, M TyJa YCTPEMJISIOTCS B IEPBYIO OYEpEe.lb
npencTedieBble KIETKU, MPOSBIAIOIIME Hanboiee akTUBHBINA xemoTtakcuc. [lpu me-
pepe3Kax IUIa3MOJusl PEryIUPYIOTCSI OTHOCUTENIbHbIE KOHIICHTPAIMN KIJIETOK 000uX
THUIIOB, HO, KaK Mbl YO€IUIUCh, U] PEepeHIIpOBKa ITUX KIETOK OTHIO/b HE OIpee-
JSETCA UX IOJIOKEHUEM: HANMPOTHB, UX OKOHYATEIBHOE IMOJIOKEHHE OIPEAEIISIETCS
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npenmecTByroned nuddepeHnupoBkoit. [loaTromy naHHas peryisius SBISCTCS TH-
MUYHO HempuiieBckoi. OHa 0003HAYAETCs KAaK «KOHIICHTPAIMOHHAS» PETYJISAIHS,
WM PETYJISAIUS ITyTEM COPTUPOBKH KIICTOK.

2.1.12. DMOpUOHAJBLHAS HHIYKIIUS

Kak yxe oTmedanoch, Hapsily ¢ YHHUBEPCAIbHBIMU (DAaKTOpaMH a8MOHOMHOU
g depeHnuaniy, 00eCeYnBAIOIINMHA Yel0CMHoe Pa3BUTHE, B Psjie CIydaeB, 0CO-
OCHHO Y 3apObINIeH TO3BOHOYHBIX KUBOTHBIX, OTACIbHBIC SMOPHOHAILHEIC 3a4aTKH
MOTYT BO3JICCTBOBATh Opye Ha Opyea u Oonee crienuduaeckum o0pa3om, oOecredn-
Bas 3aBUCUMYIO Auddepenimanuio. Takoe sozdeticmaue 00HOU Yacmu 3apoobluld Ha
opyayio, peazupylowyro 4Yacmov, 6 pe3yibmame KOMOpo20 MNOCIeOHss UMeHsem
HanpasieHue ceoe2o mopghocernesa u oughghepenyuposKu, Ha3viearm IMOPUOHATLHOLL
UHOYKYUELL.

OOBIYHO (MO MPUYMHAM HCTOPUYECKOTO XapakTepa) IMOJ WHIYKIIMOHHBIMU
B3aMMOJICHCTBUSIMU TIOHMMAIOT B3aWMOJCUCTBUS JOCTATOYHO KPYHHBIX ydacmel
3apOJIBIIa, KOTOPHIE MOXXHO OTHACIUTH APYT OT APYra WM CPACTUTh MUKPOXHPYP-
rudeckuMu metogamu. [lozxke, yxke mociie OTKPHITUS UHAYKIIMOHHBIX MPOIECCOB,
OBLTM M3y4YEHBI PA3HOOOpPA3HbIE B3aUMOJICHCTBHS MEXKIY OMOENbHbIMU KIeMKaAMU
3apojipiia. B pe3ynbTare BBISICHMIOCH, YTO 0€3 TaKWX B3aUMOJCHCTBHUI HE 00XO-
TUTCS TPAKTHYECKH HU OJWH IIar pa3BUTHS. OCHOBOTIIOJIATAIOIIUE OIBITH TIO
AMOPHUOHAJIBHOW MHYKIIMU CTaBUJIMCh Ha 3apojsiinax ampuouit. Jys Havana pac-
CMOTPHUM HMEHHO 3TH KJIACCHYECKHE SKCIIEPUMEHTHI, CJIeays OT Oojee paHHUX
CTaIui Pa3BUTHS 3apojbllield K OoJiee MO3MHUM (XOTS peaabHas HCTOPHUYECKAs
XPOHOJIOTHUS UCCIe008aHUL ITUX TIPOIIECCOB HHAs).

2.1.12.1. HprokyIoBCcKast HHIYKITUS

llepsas 0 BpeMeHU DPA3BUTHUS MHAYKIMS MPOTEKAECT HA CTATUAX CpeoHell —
nozonei oaacmynvl. OHa Obu1a uccaenosana B 1950-¢ rr. I1. Hertokynom (mouemy eé
YaCcTO HA3bIBAIOT HbIOKYnosckotl). OH MOCTaBHII CBOCH IENIbIO BBISICHUTB, KaK OMpe-
JENEHHBIC YYACTKH 3apO/IbIIIa CTAHOBATCS ME30JIEPMOiA.

W3BecTHO, YTO B X0JI¢ HOPMAJILHOTO Pa3BUTHUS Y 3apOJBIINICH TPUTOHA ME30-
JIEpMOY CTAaHOBHUTCS 30HA, PACIIOJIOKEHHAs aHUMaJbHEE SHTOACPMbI (2 UMEHHO 30HA
I na puc. 117, A). Bonpoc: npuobperaer 11 OHA 3TU CBOU CBOMCTBA aBMOHOMHO
WM K€ 100 enusnuem sumodepmul (3oua IV)?
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¥ nopcalnbHbie
daxkTophb

(vg1, noggin,
H activin, Wnt)

BEHTpPanbHble hakTopbl
(FGF, BMP-4)

Puc. 117. HerokynoBckas uaaykius (A, b — (mo: Cakcen, ToiiBonen), 1963; (B — mo: I'unbepr,

1997): A — cxema feneHus OJIacTysIbI TPUTOHA Ha 30HBI (CM. TEKCT). b — «ykopodeHHbIe» B aHH-
MaJIbHO-BEr€TaTUBHOM HAIIPaBJICHUHU 3apOJIbIIIY, Y KOTOPBIX yaaneHa 30Ha 11, a 3ona IV cpamena

c 30H0H II. CTpenku nmoka3pIBalOT HalpaBiICHUE HbIOKYIIOBCKOM MHAYKLMU. B — B3aumMHoe pacmno-
noxxenue Hptokynosckoro (H) u mmemanosckoro (1) naaykiimonHsix eHTpoB. [loka3ana okaiu-
3alusl BEHTPAIBHBIX U JOPCANBHBIX (PaKTOPOB, YIACTBYIOIIUX B MOCIEI0OBATEIBHBIX ATANaX YMOPH-
OHAJIbHOM MHIYKIUU

Jns pemenust aroro Borpoca Herokyn yaamsut 3ony I m cpammsan ¢ s3HTOAED-
Mot 6osiee aHMMasbHYIO 30HY 1I, U3 KOTOpO# B HOpME 00pa3yeTcsi TONIBKO SKTOAEpMA.
TeM HEe MEHEE U y TaKHX «YKOPOUEHHBIX» 3apOJBIIICH U3 MPUICKAIIUX K SHTOACPME
YYaCTKOB KpBILIM BO3HUKIIA Me3ojepMa. boiee Toro, myréM noBopoTOB S3HTOAEPMBI OT-
HOCUTEJIHO KPBIIIN OJIACTYJIBI BOKPYT BEPTUKAILHOM OCH OBLIO MOKa3aHO, YTO UHIYK-
LIMOHHOE JIEMCTBUE SHTOJIEPMBI O0JIAAAET OPCO-BEHTPAILHON CIeUU(PUIHOCTBIO: J10p-
caJlbHasl AHTOZIEpPMAa MHAYLIMPYET JOPCATBHYIO (OCEBYIO) ME30AEpPMY, & BEHTpaJbHas
SHTO/IEpPMA — BEHTPAILHYIO0 Me30/1epMy (OOKOBYIO TUITACTUHKY U €€ TIPOU3BOJIHBIE).

2.1.12.2. TlepBuuHast SMOpHOHATbHAS UHIYKIIHSI

Crnenyromuii B OHTOT€HE3€ ATall WHIYKIIMOHHBIX MPOIIECCOB OBLIT OTKPHIT pa-
HEE BCEX BBIIICONMMCAHHBIX U TOTOMY B CBOE BPEMS CUMTAJICSI CAMBIM PAHHHUM JJIS 3a-
pOoABIIIEH NO3BOHOYHBIX. [103TOMY 3a HMM 3aKpenwiIOoCh HAUMEHOBAHUE NEepeUUHAs
AMOpHOHATBHAS UHIYKIUS; HO HAJ0 MMOMHUTH, YTO B OHTOI'€HE3€ JIaHHBIN dTaml WH-
TYKITUW HE CaMblii paHHHUM U 0a3upyeTCsl Ha MPOIISAIIEH Mepe]] STUM HbIOKYHOBCKOL
WHTYKIINH.

HcTtopust uccnenoBanus siBJICHUS, KOTOPOE JIETJI0 B OCHOBY OTKPBITHUS SABJICHUS
AMOPHOHATFHON WHIYKIIUUA KaK TAKOBOTO, MOXKET SIBISATHCS 00pa3lioM HAyYHOTO HC-
CJI€IOBaHUs, U TIOTOMY paccMoTpuM e€ mojpobHee. HanmomMHuM 00I1IeHAyYHBIM KOH-
TEKCT, B paMKaxX KOTOPOr'0 OCYIIECTBIISIIUCH ATH paOOTHI.

Ha py6exe XIX u XX croneruii TeopeTudeckast Ouosorus B nuie A. Belicma-
Ha MOCTYJUPOBANIA HEPAGHOHACIEOCMBEHHOe IEJIEHNE KIETOK KaK OCHOBY ITPOLIECCOB
muddepenumanud. MpICIb O BO3MOXKHOH MOP(OTreHETUUECKON PO MeHCKIemoy-
HbIX 83AUMOOelicmEUti Kazaaach JIMIIb CMENION ToTrajKoi, KoTopas Hy>KJauiach B OC-
HOBATEIBHBIX JKCIEPUMEHTANIBHBIX J10KA3aTEIbCTBAX. OTH JI0KA3aTeNbCTBA ObUIM
nonydensl I'. [llmemanoM, paboThl KOTOPOTO OTKPBLIM HOBYIO CTPaHUILy B UCTOPUHU
SMOPHOJIOTHH.
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IToncku mexkneTounsix B3aumoaericteuil I'. IllnemMan Hayan Ha CPaBHUTEIBHO
MO3HUX CTAIUSAX PA3BUTH 3apObIa, KOTJa MOXHO OBLUIO MPEArnojararh, 4To Ha
MPOLIECCH Pa3BUTHUS IIUTOIIa3MaTHUECKHE (DaKTOPBI HEMOCPEACTBEHHO YXKe HE Jeil-
ctBytoT. (HanmomHumMm, mpencraBiieHHs O HEPAaBHOHACIEACTBEHHBIX IEJICHHUSIX OCHO-
BBIBAIOTCS HAa MPEANOJIOKEHUH 00 MX IUTOIIa3MaTHUYeCKO o0ycloBieHHOCTH.) B
KauyecTBE MOJENIM MCCIEAOBaHMs ObLJIO BHIOPAHO pa3BUTHE IUa3a y JArymku Rana
fusca. [locnenoBarenbHble CTAAUM 3TOTO MPOIECCAa K 3TOMY BPEMEHM OBLIU JTOCTa-
TOYHO XOPOIIIO MCCJEI0BAaHbl U CBUJETEILCTBOBAIM, YTO 3TOT OpraH oOpa3yeTcs u3
HECKOJIBKUX 3aKJIaJIOK, TKAHU KOTOPBIX B XOJ/I€ Pa3BUTHs OOHAPYKUBAIOT KOOPAUHU-
POBaHHBIE BO BPEMEHH CIIOKHBIE MOP(OreHEeTUYECKUE MPeoOpa3oBaHusl.

PazButne rmaza paccmarpuBaioch B 1.3.2.3.2.1. HamoMHuM OCHOBHEIE COOBI-
TUs 3TOTO npouecca. DopMupoBaHHEe T7la3a HAYUHACTCS ¢ 00pa30BaHMs MAPHBIX BbI-
POCTOB IMEPEAHET0 MO3Ta — 21a3Hblx ny3vipeu. Pa3pacrasch, OHU NPUOIMKAIOTCA K
AKTOZEPME TOJOBBI M OOpa3ylOT 3a4aTOK XPYCTalUKa — XPYCMAIUKOBYIO NIAKOOY.
Jlaniee MpOUCXOIUT WHBArMHALIUS JAUCTAIBLHON 00JACTH TJIA3HOTO IMY3bIPsi, KOTOPHIMA
Onarojmapsi 3ToMy Mpeodpasyercs B ABYXCIOWHYIO enasuyto uauty (enaznoil bokan); eé
Hapy>XHasi CTEHKa CIIYKUT 3a4aTKOM MUTMEHTHOIO AMUTENHUs, BHYTPEHHSSI — 3a4art-
KOM ceTdaTtku. OJHOBPEMEHHO C MHBaruHalueln ria3Horo 0okana BCIIEICTBUE 3aMbl-
KaHUsl XPYCTAJIUKOBOM IJIAKOJbI (DOPMHUPYETCS SKTOACPMAIbHBIN XPYCTATUKOBBIN
My3bIPEK; MOCIEIHUN BCKOpE 000COOISAETCS OT AMUAEPMAIBHOIO CIOSI U 3aHUMAET
MOJIOKEHUE B AUCTAILHOM 00JACTH TJIa3HOTr0 OOoKania.

Uewm ormpenensercss 3Ta siBHas CKOOPAMHUPOBAHHOCTH MOP(OreHETHUYECKUX
npoiieccoB? CyIliecTByeT JiM, HampuMep, MPUUMHHAA CBA3b MEXIy 0Opa3oBaHHEM
TJIa3HBIX My3bIpel U (HOPMUPOBAHUEM XPYCTATUKOBOM TIIIAKObI?

Jns oTBeTa Ha 3TH BOMNPOCHI HA CTAaauU paHHEW XBOCTOBOM mouku lllneman
Jenajl HaJipe3 3KTOJEPMbI TOJIOBBI, IPUKPBIBAIOLIEH 00JIaCTh IJIa3HOTO MY3bIPs, OT-
BOpauMBaJl SKTOJAEPMAIIbHBIN JOCKYT W yAAJISI TIIa3HOU MMy3bIphb. [locae 3Toro 10ckyT
BO3BpAIIAJICS B KCXOTHOE TIOJIOKECHUE M BCKOPE MpIKUBIIsLIcs (puc. 118).

7

Puc. 118. [TocneacTBus yaajieHus TIIA3HOTO MMY3bIpsl Y 3apojibiia Jarynkn Rana fusca (1mo:
Hamburger, 1988): A — monepeuHslii pa3pe3 yepes3 rojoBy 3apojbliia Ha ypoBHe ocu X—Y; b —
OTIepUPOBAHHBIN 3apO/IBIII Ha OoJIee O3/IHEH CTauH: CIeBa BUACH TTIa3HOW OOKal U MHBaruHHUPY-
IOIIHIA DTUTENNN 3a4aTKa XpyCTaINKa; CIpaBa, I/ie ObUT yall€H T1a3HOH ITy3bIph, TJIa3HOM OOKall u
3a4aTOK XpyCTaMKa OTCYTCTBYIOT. 1 — FOJIOBHOM MO3T; 2 — SNUAEPMHUC; 3 — yIaIseMblii IT1a3HOM
y3bIpb; 4 — nueHIedanon; 5 — 3a4aTok XpycTaiuka; 6 — rima3Has Jamia; 7 — 00J1acTh, T11e JOJKHO
ObUIO MPOU30MTH pa3BUTHE MPABOTO IJ1a3a: B OTCYTCTBHE IVIa3HOM Yallld 3a4aTOK XpycTaluKa He
oOpasyercs
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B pesynbrare BBIABWIIOCH, YTO B 3TOM Ciy4yae XpyCTAJIMKOBas IUIAKOJa HE
(dbopmupoBanack M, COOTBETCTBEHHO, XPYCTAIMK HE pa3BUBalcCsA. B npyrom skcnepu-
MEHTE ObUT TPaHCIUIAHTUPOBAH IJ1a3HOM OOKasl B TYJOBUIIHYIO 00s1acTh. B aTOM City-
yae HabJI0/1aJI0Ch KTONMMYECKOe 00pa3oBaHue XpycTaluKa.

Henpexopsiiee 3HaueHne 3Tux, onyonaukoBaHHbIX B 1901 r., onbiToB Illnema-
Ha, COCTOUT B TOM, YTO BIIEPBBIE ObLIO JOKA3aHO CYIIECTBOBAHUE 3ABUCUMO20 PA3BU-
THSI OPTaHOB: yJIaJICHUE WM TPaHCIJIaHTAllUsI OJTHOTO 3a4aTka COOTBETCTBEHHO HEra-
TUBHO WJIM MO3UTHBHO CKA3bIBAIMCh HA Pa3BUTUU Apyroro. YTo, HamoMHUM, HE CO-
OTBETCTBYET 3aKOHY Jlpuima.

Kpowme Toro, 3nauenue padot IlInemana cocTout u B pa3pabOTKE METOI0JIOTHI
AKCIEPUMEHTAJILHOIO aHaju3a 3aBUCUMOIO PAa3BUTHS, COCTOSIBIICH B HapyIICHUU
HOPMAaJIbHBIX CBSI3EH MEXKy B3aUMOJCHCTBYIOIIMMU 3a4aTKaMH.

Omxkpwvimue opeanuszamopa. IlokazaB, 4To B MepUOJ OpraHOreHe3a Mmpeaorpe-
JIeJIeHHE CyIbObl 3a4aTKOB MPOUCXOUT B pe3yibTaTe UX B3aumojeicteus, lllneman
MOMBITAJICS PACTIPOCTPAHUTH CBOKO METOJIOJIOTHIO Ha 00Jiee paHHUE CTAJIUU.

Tak Ha3piBacMmasi iepBUYHAs dMOpUOHANbHAS MHAYKIUSA Oblia B 1921 1. oT-
kpbita I'. [llnemanom u ero ydenurieit I'. Manronsz (1898-1924) — yacro 370 siBiie-
HUE HA3bIBACTCS WUNEMAHOBCKOU UHIYKITUEH.

Hctopust e€ OTKpbITUS TakoBa. B ombITax Mo MEpemiHypoBKe SUIl aMpuOMii
OBLTIO OOHAPYXKEHO, YTO IEJIBIA 3apOBIII BOZHUKAI JIUIb U3 T€X 0JaCTOMEPOB, KO-
TOpBIC BKJIIOUANIA B ce0s1 XOTs Obl yacTh Matepuaiia ceporo cepna. M3 6imactomepos,
JUIIEHHBIX 3TOTO MaTepuaia, He pa3BUBAIOCh HUYEro, KpoMe HeaudpepeHImpoBaH-
HOM PHTOJIEPMBI M IMMOKPOBOB TE€JIa, U TAKUM 00pa30M OCEBBIE OPTraHbl HAIIEJIO OTCYT-
CTBOBaJIM. Mexy TeM B HOpPME U3 MaTepuaja ceporo ceprna oopa3yroTcs JUllb XOp-
1ia, TIipexop/iajbHasl TUIAaCTUHKA U 4acTh OCEBOM ME30JepMbI (XOpaoMe30Aepmbl). Uem
&Ke OOBSCHUTH OTCYTCTBUE HEPBHON CHCTEMBI IIPU PA3BUTHH U3 OJIACTOMEPOB, JH-
HIEHHBIX MaTepuana ceporo cepna? I'. [llmeman caenan cMenoe npeAnooKEHUE, YTO
XOTs HEpBHas TpyOKa M HE BOZHUKAET M3 MaTepuaia CEporo cepra, Ho GopMUpyeTCs
13 UHAGGEPEHTHOM SKTOAEPMBI TIO/T €T0 BIUsSHUEM. YTO HE COOTBETCTBOBAJIO 3aKO-
Hy puma.

JI71st IpOBEPKH 3TOTO MPEATNONOKEHHS HA0 ObLUTO MPUBECTH Pa3BUBAIOIIUIICS
3a4aTOK XOPJAOME30/IepPMbl B KOHTAKT C TaKMM MaTepuajoM, U3 KOTOPOrOo HEpBHas
CHUCTEeMa B HOpME HUKOTJ]a HE Pa3BUBACTCS.

OmHako U3BECTHO, YTO B XOJ€ HOPMAJILHOTO Pa3BUTHS XOpJAOME30epMa
y ampubuii hopMupyeTcs U3 MaTepralia Tak Ha3bIBAEMOTO cepo2o cepna, 00pa3yro-
IIErocsl B pe3yJibTaTe OOIJIa3MaTUYECKOM Cerperalyu B X0JI€ OIUIOAOTBOPECHUS (CM.
YacTh MEPBYIO).

CrnenoBarenibHO, MaTepuan cepozo cepna (T. €. 6YO0ywyr0 XOpJaoMe30JIepMy)
HEO0OXOJMMO TMPUBECTH B KOHTAKT C TaKUM MaTepUaJiOM, U3 KOTOPOTO HEpPBHAs CH-
CTeMa B HOPME HUKOT/Ia HE Pa3BUBACTCS, — HAPUMEP, C IKTOACPMON BEHTPAIHLHOU
ctopoHsl Tena. [loaTomy Tpebyercs OCyIIeCTBUTh TPAHCIIAHTAIUIO 3a4aTKa XOP.I0-
ME30/IepPMBbI B BEHTPAIbHYIO 00JIaCTh 3apOIbIIIIA.

Ho nipy 3TOM HYHO UCKJIIOYUTh BO3MOXHOCTb CIIY4ailHOTO 3aHECEHUS] BMECTE
C XOpJIOME30/IEpMO U MPE3yMITUBHOIO MaTepraia HepBHOW cucteMbl. CaenaTh 3T0
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HEJIETKO, MTOTOMY 4TO, CYJIsl IO KapTe MPEe3yMITHBHBIX 3a4aTKoB (cM. puc. 40), mare-
pHaJl HEPBHOM CHCTEMBI HENOCPEACTBEHHO NMPUIIEKUT K MaTepualy XOpAoMe3oaep-
Mbl U HMKAaKOM pa3rpaHUYMTENIBbHON JMHUUM MEXJy HUMU Ha PEAJbHOM 3apOoblIlIe,
KOHEYHO, HET.

Yro0s! pemuTh 3Ty npobdsemy, I'. [llnemMan npuMeHun MeTon eemeponiacmu-
ku. OH B34J1 y4aCTOK XOPJIOME30/I€PMBI OT 3apOJIbIIIA cpedenyamo20 TPUTOHA, TKaHU
KOTOPOTO JiulleHbl nueMenma, U nepecaani (TPaHCIUIAHTUPOBAJ) €ro Mo OPIOIIHYIO
DKTOIEPMY 3apOJBIIIA 0ObIKHOBEHHO20 TPUTOHA, YbU TKaHU nucMeHmuposamusl. bia-
rojilaps 4emy Iocjie€ OKOHYaHUs ONBbITA MOYKHO MOHSTh, KAKHE CTPYKTYpPbl BO3ZHHUKIIH
13 TKaHeu xo3simHa (puc.119).

Puc. 119. Cxema TpaHCIUIAaHTAI[MK YacTel 3apo/IbIiiia: Mpe3yMITuBHbIC 3auaTku (1mo: Tokun, 1987):
1 — HepBHOI CUCTEMBI, 2 — COMHUTOB, 3 — SHTOACPMBI; 4 — OJ1acTOIEITh

OnHaKo 0COOCHHOCTBIO MCCIEAOBAHUN PA3BUTHUS OpraHU3Ma SIBJISIETCS TO, YTO
M3y4YEHUE NPOLECCOB, MPOUCTEKAIOUIMX HAa TOM WM HHOM CTaIud HEOOXOAUMO
HayaTh HAa CTAAUM Npeapiayiiei. To ecTh B JTaHHOM KOHKPETHOM cilydae JJid TpaHC-
MJIAHTAlMM HYKHO B3STh 4acTh (XOpJOME30/IepMY) Ha CTaauU, Ha KOTOpPOH e€ emié
HeT!

[ToaTOMy B X0Ji€ SKCIIEPUMEHTA U3 JIOHOpPA HAa CTAJUU paHHEH racTpyiibl Oblia
BBIpE3aHa dopcanvHas eyba dracmonopa, Tak KAk UMEHHO U3 He€ B HOpME pa3BUBa-
eTcst Xxopaomesonepma, Jlanee ona Oblia mepecakeHa Ha OPIOIIHYIO CTOPOHY peLu-
MUCHTA TOM ke cTaauu pa3sutus (puc. 120, A).
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nepecajike (CTpeiika) 1opcajlbHOM I'yObl G1acTOIOpa Ha BEHTPAJIbHYIO CTOPOHY 3apo/ibllia-
penienuenTa (Tp — TpaHCILIAaHTUPOBAHHBINA y4acTOK); b — BO3HHKHOBEHNE BTOPUYHOIO OYara MHBa-
IMHALUY (BT.M) Ha BEHTPAJIbHON CTOPOHE PELMIIMEHTA, HAIPOTHB OYara NepBUYHON (HOPMaJIbHOM)
uHBaruHaumu (nm); B, I' — peuunueHT ¢ MHIYLIUPOBAaHHBIM 3apPO/BIILIEM Ha BEHTPAIbHON CTOPOHE:!
B — monepeunsiit pazpes, I' — o6muit Bu; [ — ONBIT 110 TpaHCIUIAHTALIMU TOPCAILHOM I'yObI O1a-
CTOIIOpa paHHEN racTpyisl; E — pe3ynbrar: HHAYKIMS TOJIOBHBIX CTPYKTYP; 2K — OIBIT IO TpaHC-
IUTAaHTAlMK JOpCalbHOM IyObl O1acTonopa mo3aHel racTpyssl, 3 — pe3ynbTaT: HHIYKIHS XBOCTO-
BBIX CTPYKTYp. OJI11 — Oy1acToleNb; K — OJO0CTh KUIIEUHUKA; UT — HEpBHAs TpyOKa; C — COMUT;
X — XOpJla; OTHOCSIIHMECA K HOPMAJIbHOMY KOMILUIEKCY OCEBBIX OpPraHOB: MK, HHT, HC, UX — TE K€
3aKJIaJK1, BOZHHUKIINE HA BEHTPAJIBHON CTOPOHE MO/ ACHMCTBUEM ITEPBUYHOTO UHAYKTOpA

[TpumepHO Yepe3 CyTKH Ha OPIOIIHON CTOPOHE PEIUITUEHTA Pa3BIIIUCH TOTION-
HUTEJIBHBIE OCEBbIE CTPYKTYpPHI: HEpPBHASI TPyOKa, COMUTHI, XOpJa, 3a4aTKU dMOPHO-
HaJbHBIX MoYek (puc. 120, B, I'). I3Menunacey naxe mpuiekaiias SHToAepMa: B HEH
MOSIBUJIACH TTOJIOCTh KUIIICYHHUKA.

AHanu3 maTtepuaia, BOILIEAINIETO B COCTaB BCEX ITUX CTPYKTYp, MOKA3aj, 4TO
OOJIBIIMHCTBO M3 HUX BO3HUKIHU W3 KIETOK PEIMIHEHTa. TakuM o0pa3oM, MpOH30-
IO TIIyOOKOE U3MEHEHHE CBOMCTB MECTHOM TKaHU, KOTOpasi B HOpMe Jjana Obl TOJb-
KO TIOKPOBHYIO 3KTOIEPMY M, MOKET ObITh, HEKOTOPOE KOJUYECTBO ME3EHXHMHBIX
kieTok. Cama ke mepecakeHHasi XOpAOoMe30JiepMa, KOTOPYIO Tereph BIIpaBe Ha3bl-
BaTh MHIYKTOPOM, 0Opa3oBajia XOpay, 4acTh ME30JIEPMbI, a TakKe HEOOJbIION yJa-
CTOK HepBHOU TpyOku. Takum oOpa3oM, Ha OPIONIHON CTOPOHE PEIUITUEHTA Pa3BUJI-
Cs1 TIeNBIN JOTOTHUTENbHBIN 3apoabii (puc. 120, I).

Hanbnenmue uccinenoanus . Illnemana U ero cOTpyIHUKOB MOKAa3ajad, 4TO
WHIYKIIMOHHBIE CBOMCTBA JOPCAIILHOU TYOBI Oy1acTONOpa parHeli U no30Hell TacTpy,
pasnuunbl. ['y0Oa, B3siTas OT pauHeli TaCTPyJbl, HHIYIHUPYET MPEUMYIIECTBEHHO 20-
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noeusie cTpykTyphl (puc. 120, N1, E), a ryba ot mo3aHe# racTpyisl — myiosulyHvle u
xeocmosvie otaensl tena (puc. 120, XK, 3). [Tockoapky B X07€ HOpMaJIBHOM racTpy-
JSMKA MaTepuan ryObl 06J1acTonopa pauHel racTpyiibl BBOPAUMBAETCS TIIy0)Ke BCETO
U TIOJICTUJIAET UMEHHO CTPYKTYpPbl TOJJOBHOTO MO3ra, a MaTepual TyObl no30Hell ra-
CTPYJbl MOJICTUIIAET CIMHHOMO3TOBBIE CTPYKTYPBI, MOKHO CJlieJIaTh BBIBOJI, YTO MPH-
YMHOM IMepeaHe-3aHeil opuenmayuu muwenu sIBiseTcs aeiicrBue uHmykropa. (Ta-
KHAM 00pa3oM, pa3inyaroT 20J06HOU U MYI08ULHbII WHIYKTOPBI.)

Utak, nepsuynas smopuoHanvHas uHOYKyus — 9mo UHOYKyus (nobyscoenue
00pa306aHUsl) HEUPaNbHOU MKAHU U3 IMOPUOHATILHOU IKMOOepMbl HOO Oelcmauem
noocmunarowel xopoomezodepmol (T. €. ME30JEPMbI, U3 KOTOPOM 00pa3yeTcs Xop-
na).

[To Illnemany, Bc€ manpHeiIee pa3BUTHE 3apOJbIIIa MPEICTaBISET COOOMU
[eNb MHIYKIIMOHHBIX COOBITHI, B pe3ylbTaTe KOTOPBIX M MPOUCXOIUT MOCIEI0Ba-
tenbHass AuddepeHnmanus yacted 3aponbima. Bckope Bo MHOTrMX jgabopaTopusix
MHpa ObLJIO MOKa3aHO, YTO TOMOJIOTHYHbBIE CIIMHHOM T'yOe Onactonopa amdubuii 3a-
YaTKU 3apOJIbIIIeH phIO, PENTUIINM, NTUI] U MIECKOMUTAIOIINX TaK)Ke 00J1a1at0T CBOM-
CTBaMHU OpraHu3aTopa U CIOCOOHBI MHIYIIMPOBATH PA3BUTHE OCEBBIX CTPYKTYP.

Aenenus, npu Komopwvix 00Ha CMPYKMypa pa3eusaemcsi 8 3asUCUMOCMU Om
NPUCYMCMBUSL U NOO GIUSHUEM OPY2Ol, NOAYYUUIU HA38AHUE IMOPUOHATLHOU UHOVK-
yuu.

CoOTBETCTBEHHO, CTPYKTYpa — MCTOYHUK OIPEACTSIONNX U OPTraHU3YIOMINX
pa3BUTHE BIMSHUN — TOJIY4YWIa HA3BAHHUE «UHOYKMOP» WIH «OP2aHU3amopy, a
CTPYKTYpa, BOCIIPUHUMAIOIIIAS €TO ICUCTBHE, — «MHUIIICHDY.

[Tpu »tom lIneman mogu€pkuBai, 9TO TEPMHUH «OPTaHU3ATOP» HE MPOCTO ME-
Tadopa: TpoIecc OpraHu3alluu CIeAyeT OTHOCHUTh K TeM IpoleccaMm, KOTOphIe He-
BO3MOXXHO TIOHSITh, HECMOTPSl Ha 3HAHUE TOHKOCTEW paboTalonMX B HEM MEXaHU3-
MOB. TeM He MeHee 3TO MHEHHE aBTOpa TEOPUHM HE OCTAHOBUJIO MOIBITOK U €ro CO-
BPEMEHHUKOB, U MOCJIEAYIONINUX MOKOJECHUHN HCCleoBaTeNiel n3ydarh npupoay hax-
TOPOB UHTYKIIUU.

BniocneacTBuu okaszanoch, 4To MHOTHE U3 BbIBOJOB lllnemana HyxmaroTcs B
YTOYHEHHH, & HEKOTOPbIE U3 HUX JJaKe€ HE COOTBETCTBYIOT JeHCTBUTENIbHOCTH. W BCE-
TakKl UMEHHO ucciienoBanus [llnemMana v ero mkoJbl MO3BOIMINA CHOPMYITUPOBATH
HEKHI HOBBIN (PyHIaMEHTAJBHBIN MPUHIIUIT OPTaHU3AIM OHTOT€HE3a JKUBOTHBIX, 32
otkpbiTEe KoToporo ["anc [IIneman B 1935 r. 6611 ynocroen HobeneBckoit mpemuu.

OTKpBITHE OPTaHU3aTOPA U SBJICHUS SMOPHOHAIBHON MHIYKIIMU CIOCOOCTBO-
BaJI0 MHTEHCUBHOMY Pa3BUTHUIO SKCIEPUMEHTAILHON 3MOpPUOJIOTUM M pa3paboTke
HOBBIX METOJAMYECKUX IMPUEMOB.
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2.1.12.3. Mexanu3m SMOPHUOHAIEHON WHAYKITUH
Mopdorensl

['MnoTeTyeckd MOXKHO MPEANOJIOXKUTH, YTO MEXaHU3M SMOPUOHAIBHON HH-
OYKIUU UMEET:

a) GUBUYECKYIO PUPOLY;

0) XUMHYECKYIO PUPOLY;

3) ompenensieTcs HEKMMHU CIEUU(DUUSCKUMHU BUTAJIbHBIMU (pakTopamu (T. €.
NPUCYUTUMU UCKIIOYUTENBHO KUBOMY U HE CBOAUMBIMHU K (PU3UYECKUM U XUMUYE-
CKHUM TIpolieccam).

[lepBbIM OBLT MOCTaBIEH W PEHIEH BONPOC O TOM, 00S3aTENBHO JIM UHIYKTOP
[IEHTPAJILHON HEPBHOM CHUCTEMBI JOJIKEH OBITh KMBBIM? (OKa3aioch, UTO OpraHU3a-
TOp — Jop3aibHasd ryba Onmacronopa, Oyayun yOUT KUMISTYEHUEM, 3aMOPAKUBAHUEM,
CIOUPTOM H T.II., IPU NEPECATKE B PAHHIOKO racTpyJly BCE paBHO BBI3bIBAE€T 00pa3oBa-
HUE JIONIOJIHUTEIBHON HEPBHOM IIIACTUHKU. TO €CTh Jicu3HenHas akTUBHOCTh UHAYK-
TOpa HE 00s3aTeNIbHA AJI1 UHAYKIUHU (3TO ABJICHHE OBLIO Ha3BaHO «3(P(HEeKTOM MEPT-
BOr0 OpraHuzaropa»). Takum o0pa3oM, CHUMAETCS BOMPOC O HAJTUYUU KaAKUX-JTHOO
BUTAJIbHBIX (PAKTOPOB.

Jlanee periasncst BOIPOC O TOM, HEOOXOIUM JId NpAMOi ((PU3NYeCcCKuii) KOHTAKT
MEXIy HMHIYKTOPOM (KpBIIIEH MEPBHUYHOM KHILIKH) U pEarupyroleil 3KTOAepMOn
paHHEW ractpyibl. B ycioBusix in vivo 3TOT KOHTakT NPeAOTBpPaTUTh TpyaHO. [lo-
ATOMY B ONbBITaX In Vitro MEXJy Kpbllllel NEepBUYHON KUIIKU U SKTOAEPMON racTpy-
76l cTaBWIH 20-MUKPOHHBIA UIIBTP ¢ AuameTpoM 1op 0,8 MK, yepe3 KOTOpble MOTJIU
IIPOHUKATh OUYEHb OOJIBIINE MOJIEKYJIbI, BKIIIOUAsi MOJIEKYJIbI Oenika. B 3Tux ycinoBusx
MPEe3yMIITUBHAS SKTO/IEpMa pearupoBaia 00pa30BaHUEM HEMpaIbHBIX CTPYKTYD.

CyiecTBYIOT (pusznueckre B3auMOACHCTBUS U O€3 TPSAMOro KOHTaKTa Qpuinde-
ckux ten. Ho B mo0om ciydae 3To eicTBrE 00YCIOBICHO CaMOM CTPYKTYpOM Tena.
Opnnako >MOpHOHaNbHAST MHAYKLHS OCYIIECTBISIETCS U B TOM Clly4yae, €ClId Ha MH-
IIE€Hb MOJIEWCTBOBATH JIMIIb HKCTPAKTOM TKAHM OPraHHU3aTOpa, MOJYYEHHBIM C IO-
MOIIbIO0 KAKOT0-TMOO BEIIECTBA-3KCTPAKTOpa. TO €CTh B JAHHOM Ciy4yae JeTepMHUHa-
1[Usl MUIIEHHU OCYLIECTBIIAETCA 0€3 ydacTus (pU3MUecKoro Tena Kak TakoBOro, a JIUIIIb
MOCPEJICTBOM MOJIEKYJI BXOJSIIIUX B €r0 COCTaB BELIECTB.

W3 ckazaHHOro cieAyeT, YTO MHAYKIUS OMOCPENyeTCsl NEeHCTBUEM HEKHX XuU-
muyeckux coedunenuu. OAHAKO UACHTU(PUIUPOBATH UX CIOXKHO, YTO OOYCIIOBJICHO
MCYE3a0IIE€ MaJIbIM U MO3TOMY HEIOCTATOYHBIM JIJIi XMMUYECKOr0 aHajln3a KoJnye-
CTBOM BEIIECTBA MHAYKTOPA. DTy NPOOIEMY MBbITAIUCH MIPEOJIONIETh KaK MyTEM MOJ-
00pa U3BECTHBIX COEAMHEHUH, TaK U MOMCKOM MHBIX (DaKTOPOB BO3JICHCTBUSI.

[lepBoHavaNbHO HAILLIM, YTO cama Hauyapiuas AuddepeHurnpoBaThCs HEpBHAs
MJIACTUHKA MOXET CTaTh ()aKTOPOM COOCTBEHHOM MHAYKIMHU. HelpoMHIyKTUBHBIMU
CBOMCTBaMH 00J1ala ¥ TPOU3BOAHBIC TU(D()EPEHIIMPOBKN HEPBHOM TUIACTUHKH —
KYCOYKH TOJIOBHOTO MO3Tra. 3aTeM ObLIO MOKa3aHo, YTO U XOpJIa, U 0CceBasi Me30JepMa
enié JMTEIBHOE BPEeMsl TIOCIIe€ TOr0, KaK MHIYKIMS HEPBHOM MJIACTUHKH MPOU3O0IILIA,
COXPAHSAIOT MHIYKIMOHHYIO CIIOCOOHOCTb. B 3THX 0OCTOATENhCTBaX BCE MEpEUHC-
JICHHbIE MHAYKTOPbI MOTJIM ObITh Ha3BaHbl aTUNUYHBIMU. [lanee okazanaock, 4TO Kak
MHIYKTOPBI 3((HEKTUBHBI TKAHU MEYEHH, TTOYKH, MBI KAIIKH, KOKA U MHOTHE JIpY-
rue (Tak Ha3bIBa€MbIE T€TEPOreHHbIE MHAYKTOPHI); OyIyyu NepecakeHHbIMU B Oja-
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cTouenb aM(puOuil, KCEHOTPAHCIUIAHTAThl (TKAaHU THAPBI, HACEKOMBIX, PbIO, PENTH-
JIUMH, OTHL, MJIEKOITUTAOIINX) IEUCTBOBAJIM KaK UHAYKTOpbl. W3 3THX OMNBITOB clie-
JI0BaJIO, YTO JTMOO MHIYLIMPYIOUIEE BEIIECTBO WUPOKO PACHPOCMPAHEHO, TNOO0 WH-
TYKTOPOM MOTYT BBICTYIIATh CAMBIE pa3Hble Geujecmed. bpulo 3aMedYeHo, YTO €Clv
HOPMAJIBHBI MHAYKTOP COXpaHSAeT MHAYKIUIO, OyIydd YOUTBIM, TO K 3TOMY CIO-
COOHBI U MHOTHE aTUIHMYHBbIE WUHIYKTOpHI. bojee TOro, HEKOTOpbIe U3 HUX WMEHHO
TOTJIa ¥ PUOOPETAIOT CBOMCTBA UHAYKTOPA.

[TonbITKM U30JMPOBATH AKTUBHOE HAYAJIO U3 MHAYLIMPYIOIIMX TKaHEW Npeanpu-
s C. Yommunartod u Jx. Huaxam. [[ist 3TOro oHM MCHONB30BaId d(UPHBIE DKC-
TPaKThl U3 MKaHel dSMOPUOHO8 amguoull N neueHu 4enoseka W YCTAaHOBUIIM UX CIIO-
COOHOCTh K MHAYKIIMM HEPBHOW IUIACTUHKH; JAJIbHEWINAs OYMCTKA I10Ka3aJia, 4TO 3TO
BEIIECTBA CTEPOUTHOMN IPYIIIbI. 3aTEM, B3B PA3JIMYHBIE YUCTHIE CTEPOUIbI, IMYJIbIU-
pOBaB MX SIUYHBIM ALOYMHHOM M KOAryJupOBaB €ro, KyCOYKM Koaryidra mojica-
’KUBAJIH B OJaCTOLEb PAHHUX racTpPyJl M HAOII01anu cladblii MHAYKIIMOHHBIN 3(ppexT
HEPBHOM IJIACTUHKH. Ha OCHOBaHMY 3TOT0 aBTOPHI PELLIMIM, YTO UHAYKTOP — CTEPOU/I.

OnHako BCKope ObLIO MOKAa3aHO, YTO aKTUBHBIM OKa3aJiCs M BOJHBIN KCTPAKT,
BBIJICJICHHBIN TIOCJIE JUIMTENIBHOTO KUISTYEHUS Mbluiy. BBIICHUIOCH, YTO HEWpaIu3y-
IOlllee BO3JICHCTBHE HA MPE3YMIITUBHYIO SKTOJEPMY OKa3bIBAIOT CaMmble pa3Hble (akx-
TOPBI: ClIa0ble OpPraHUYECKHE KHUCIIOTHI, BBIIEPKUBAHHUE SKCIUIAHTATa MPE3yMITHUB-
HOI KTOAEPMBI B C1a0OM pacTBOPE METUIIEHOBOTO T0Jly0Oro, KOPOTKas HKCIIO3ULIHS
MIPE3YMIOTUBHON DKTOJIEPMBI B COJIEBOM pacTBOpe pasHoM pH; HakoHel, MHIyKIUs
HEPBHOM CHUCTEMBI MOKET CTaTh CJIEICTBHEM LUTOJIM3A YaCTH KIETOK CAMOU 3KMO-
oepmbl. OYEBUIHO, YTO BO BCEX 3TUX CIy4asX MEXaHU3M Iu(DPepeHInPOBKH OTIH-
YyaeTcsl OT MEXaHU3Ma JIEUCTBUS UHAYKTOpa B HOPME.

OpHako ciayyau camMouHOyKyuu — KOTJla YaCTUYHO MOBPEXKJIEHHbIC TKAaHU MH-
OYLHUPYIOT TOMOJIOTUYHBIE ceOe 00pa30BaHMsI — CBHUJIETEIBCTBYIOT TAKKE O BBIXOJE
U3 KJIETOK aKTUBHBIX BEIIECTB, BBI3BIBAOMIMX MHAYKIMIO. Ho ux Mamnbie koaudecTBa
3aTpyAHSIOT uaeHTUUKauio. [lyTéM IIuTenbHOr0 KyJIbTUBUPOBAHMS TKaHEW WH-
AYKTOpa B COJIEBOM PAacTBOPE IMOJIYyYalu Cpely, OOOrali€HHYIO BbIIEISEMBbIMU UM
BEILIECTBAMM, TIOCJI€ YETO B €€ KaIulio MOMEeUald NPe3yMITUBHYIO 3KToiepMy. B Ta-
KON oOoraui€HHOM cpeae Mpe3yMITUBHAS HKTOJEepMa IpeTeprieBaja HelpaiabHYIO
I GepeHIMPOBKY U B OTCYTCTBUE camoro MHAykTopa. OJHako U B Takoil cpene
BEILECTB I XUMUYECKON HIECHTU(DUKAMU UHAYKTOpA TAKXKE HE XBaTaJlo; HO B HEM
BeIBISUIMCH ciienbl PHK u G6enku. JlanpHelmas oOpaboTka cpenpl puOOHYKIIea30it
(maruduropom PHK) He Brnusna Ha a¢ddekT uHayKimm, 3aTo 00paboTKa TPUIICHHOM
cHuMaiia 31ot 3 dekr. To ecth, TakuMm 00pa3om, ObLIIO MOKA3aHO, YTO BEIIECTBO, BbI-
3BIBAIOIIEE UHIYKIIUIO, UMEET 6€e1K08Y1I0 IPUPOLLY.

B xone mo0o¥ MHAYKIMHM MPOUCXOAUT 0oOpa3oBaHHE HEKUX CTPYKTYp, T. €.
MIPOUCXOIUT MOpgoceHe3, TIO3TOMY U BEIlleCTBa, €ro 00YCIaBIMBAIOIINE, HAa3BAHBI
mopgpozenamu. TIOCKOIBKY OCHOBY MPOLECCOB, MPOUCXOAIIUX B OpraHU3ME, — KakK
KU3ZHENOAECPKAHUSA, TAaK U Pa3BUTUS — COCTABJISIIOT IPOLIECCHI XMMHYECKHUE, TO TO-
HATHE MOP(OreHa YacTO MCIMOJb3YETCS B HUCCIEJOBAHUSX OHTOI€HETHUYECKHUX IPO-
1IECCOB Pa3HOTO YPOBHS, YTO OYJI€T BUHO B MOCIEAYIOIINUX Pa3eiax.

HoBslit 9Tam uccienoBanuii MOJICKYISIPHBIX MEXaHU3MOB dMOPHUOHATILHON WH-
OYKIMU HAvaJcs TOTJa, KOTJa OKa3ajJoCh BO3MOXKHBIM CBSA3aTh MHAYKIIMOHHBIE MPO-
1IeCChlI, KaK U BOOOIIE KJIETOUHYIO TU(PHEPEHIIMPOBKY, C IKCIIPECCUEH UIIN PEIPecCu-
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eil onpene’aEHHbIX Y9aCTKOB T€HOMA, OTBETCTBEHHBIX 3a CHHTE3 TE€X HJIM MHBIX Oe-
KOB. B cBO1O ouepesb, HEKOTOpPbIE U3 BHOBb CHHTE3MPOBAHHBIX OEIKOB MOTYT PEry-
JUPOBaATh pabOTy APYIHX T'€HOB; TAKUM OOpa3oM, B pa3BUTHH (POPMHUPYIOTCS LIEJIbIe
KacKaJbl T€HOB, aKTUBUPYIOIIMX WU PENPECCUPYIOIINX APYT ApYyra.

Oxa3anoch, 4TO MPOIECCH IMOPUOHATIBHON MHAYKIIMU U MPEACTABISAIOT COO0M
TaKOM KacKaJl, IOCJIe10BaTeIbHBIMU ATAlAMU KOTOPOTO (@ HE N30JIMPOBAHHBIMU JPYT
OT Jpyra SIBJICHUSMHU) SIBJISIOTCS. HBIOKYIIOBCKAsl U IINEMAaHOBCKas MHAYKIMU. boiee
TOT0, MaTEPUAJIBHBIE OCHOBBI JIJIS MTOCJIEIYIOUIMX WHIYKIHOHHBIX MPOIIECCOB 3aKJja-
IBIBAIOTCA €lI€é B OOTEHE3€, M HENPEMEHHOM COCTaBHOW YacThl0 MHIAYKIMOHHOIO
KackKaJla sIBJISIETCS] OMMCAHHBIN BBIIIE (CM. YacCTh MEPBYIO) MOBOPOT LIUTOILIA3MBI SIii-
LEKJIETKHU PU OIIOAOTBOPEHUHU.

Emé B HayasbHBIIN NEpHOJ M3Y4YEHHs] MHAYKLIMOHHBIX SBJICHUN ObLI OOHApy-
KeH 3(PexT «caMoHelpanu3alyu» KyJIbTHUBHUPOBAaHHBIX BHE 3apOJbllla Y4acTKOB
MTOKPOBHOM 3KTOJIEPMbI — BO3HUKHOBEHHE B HUX OCTPOBKOB HEWpaIbHOW TKaHU 0e3
BO3JIEUCTBHS MHAYKTOpa. Toraa 3To BbI3BAJIO HEMAJIOE CMYLIEHUE, TIOTOMY YTO IMPO-
tuBopeumsno Birsiam I'. [lInemana Ha HE0OXOOUMOCTb MHAYKTOPA JUIsl BO3HHK-
HOBEHUS HEMpaJbHBIX MPOU3BOAHBIX. CUTyalHsl pa3bsiCHUIACH TOPA3I0 NO3JHEE, KO-
I'/1a BBIACHWICSA MPUHIUIT PETYJIALMN aKTUBHOCTH T€HOB.

OTO OTKPBITHE ITPUBEJIO K CYIIECTBEHHOMY IIEPECMOTPY TPAaIAULMOHHBIX MPE-
CTaBJIEHUN O HINEMAaHOBCKOM MHAYKIMU. Ecnu paHbllie cyUTalid, 4TO «Oa3UCHBIMY
nyTéM TudPepeHIMPOBKH SMOPHOHAIBHBIX KIETOK, KOTOPBIA HE TPeOyeT HUKAKUX
WHIYKIMOHHBIX BO3ACHCTBUH, SBISIETCS UX PAa3BUTHE B IIOKPOBHYIO 3KTOJIEPMY, TO
TeTepb TaKUM HaIpaBJIEHHEM OKa3bIBaeTcsa NU((EPEHIIMPOBKAa B CTOPOHY HEWpalb-
HBIX MPOU3BOJHBIX. E€ MHOrAa HA3bIBAIOT «MHAYKLIHS MO YMOJTYAHHUIO», TTOCKOJIBKY
nanHas quddepeHnrpoBKa HyXaaeTcs Juib B O0mokupoBanuu BMP, u umenno ta-
KO€ OJIOKMPOBaHME OCYLIECTBISAETCSA INIEMAHOBCKUMHU UHAYKTOPaMH.

2.1.12.4. MonekymsipHbIE MEXaHU3MBI, OTIPEIEIISIFOIINE
CBOWCTBA OPraHU3aToOpPa

C TOYKM 3peHUs U3JI0KEHHBIX MPEIACTABICHUN CTPYKTypa W JEWCTBUE MHIYK-
Topa (OpraHu3aTopa) BRIMJISAAT ClIeayroImuM oopasom (puc. 121).

Puc. 121. Crpykrypa uentpa Heiokyna Ha craauu 6iacrty-
a1 Xenopus (11o: Gerhart, 2001). OG1acTh pacmnoaoKeHus
LIEHTpa B JOPCO-BEHTPaJIbHON 00JIaCTH 3apo/biiia 0003Ha-
YeHa MITPUXOBKOU, CTPEITKOH yKa3aHO MECTO 0Opa30BaHHS
6nacronopa: 1 — aBToHOMHast 00aCTh IIEHTPA C BBICOKHM
ypoBHeM cekperuu 6enkoB Nodal u Xnr3; 2 — HeaBTOHOM-
Has 065acThb HeHTpa ¢ cexpenueit Xnr3; 3 — HeaBTOHOMHast
obmacTs 1ieHTpa ¢ cexpenueit Nodal; 4 — aBToHOMHAst
YacTh IIEHTPA, PACHOJI0KEHHAs Ha yIAJIEHUHU OT KOMIIe-
TEHTHBIX KJIETOK; 5 — 00J1aCTh 3apO/IbIIIa, KIETKH KOTOPO
pUOOpETaoT CBOWCTBA OPraHU3aToOPa TOJIBKO MPU HAJIH-
YUH BBICOKUX KOHIIeHTpauuit Nodal;
6 — KJIETKHU MPEe3yMOTHUBHON 3HTOJIEPMBI
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Pa3zpaboTka MONEKYIIPHO-OMOIOTHUECKUX METOJOB KIOHUPOBAHUS F€HOB OT-
KpbLJIa HOBBIE MOJXObI K MpodsieMe opranuzaropa. B 1991 r. ObL1 KIIOHUPOBAH MEep-
BbIH criennduueckuii TeH opraHusaTopa — goosecoid. PaciimdpoBka HyKICOTHIHON
MOCJIEIOBATEILHOCTA ATOTO reHa OOHapy>KUJia B €ro COCTaBe roMEoOOKC, HaIHuue
KOTOPOTO YKa3bIBaJIO HA TO, YTO (SC KOAMPYET KAKON-TO TPAHCKPHUIIIIMOHHBIN (hak-
top. Uubekiusa nPHKI B BenTpasbHyt0 001acTh 3apo/ipliiia, MoJ00HO TPAHCILIAH-
TallMd MaTepuaja OpraHu3aropa BbI3bIBaja Pa3BUTHE BTOPUYHOro 3aponbimia. He-
CKOJIBKO I03K€ OBUIM OTKPBITHI €1IE€ HECKOJIBKO I'€HOB C aHAJIOIMYHBIM JIEHCTBHEM.
BBIACHWIIOCH, YTO BCE OHU SIBJSIOTCS PETYISITOPHBIMU U KOJUPYIOT TPAHCKPHUITLIMOH-
Hble (AKTOPBI, MOJ KOHTPOJEM KOTOPBIX HAXOJATCA Pa3sHOOOpa3HbIE T€HbI, B TOM
YHCJIe TeHbl CEKPEeTUpyeMbIX OenkoB. MIMEHHO cekpeTupyemble OCNKH ONMpenesstoT
CIIOCOOHOCTH XOPJIOME30IEPMbI BHICTYNIaTh B Ka4€CTBE UHYKTOPA.

CpaBHUTENBEHO-?MOPHOJIOTMUECKUI aHANIM3 MTOKa3al, YTO CHeUpUUECKUA s
UHIYKTOpa TeH J00Secoid skcmpeccupyercss He TOIbKO y aM(puOuii, HO TaKkke Ha
CTalUU TaCTPYJSILUK Y PBIO, NITULl U MJIEKOMUTAIOMUX. PeryiasTopHble TeHbl, aKTHB-
HOCTh KOTOpBIX OOHapy»eHa B 00JIaCTU OpraHM3aTOpa, HaXOJATCS B ONpPEAEIECHHOM
conomunHeHnr. Hanpumep, goosecoid Brimouaetcs mo3aHee reHa bozozok, Tak 4To
py MyTaluuu bozozok skcnpeccus gsc noaaBiIseTcs.

Huddepenunanbuplii ckpuauHr Oubnnoreku kK IHK opranuszatopa mmopueBoi
JATYLIKH, KaK CKa3aHO BbINIE, MO3BOJWI BBIAEIUTH €IIE OJHY I'PYIIy T€HOB, aKTHB-
HbIX B 3TOM oOnacTu 3apoabimia. Okazanoch, 4yTo Oojee JEecsATKa T'€HOB, KOTOPbIE
AKCIPECCUPYIOTCS B 001aCTH OPraHU3aTopa, KOHTPOJIUPYIOT CUHTE3 OENKOB, NMpeaHa-
3HAYEHHBIX «HA 3KCHOPT», MOJEKYJbl KOTOPBIX CIyXaT (paKTOpaMu JTOpCaIu3aliu.
Onu noanepxxuBaroT nuddepeHanmuo XopAoMe30epMaIbHOTO 3a4aTKa U, BMECTE
C TeM, CIy>KaT HEOOXOJUMBIM YCIIOBUEM HeHpalu3aluy MPUIEraroleld S3KTOAepMBI.
BoisicHunocs, 4to crneuu(uIHOCTh 3TOTO BIMSHUS OMpPENEseTCsl HE TOJBKO IMPUPO-
JIOM CUTHAJIBHBIX MOJIEKYJI OPTaHU3aTOpPa, HO HE B MAJIOW CTEIIEHU — CBOMCTBAMHU pe-
arupyroue TKaHu.

3ameuaTenbHass 0COOEHHOCTh ATHX CEKPETUPYEMbIX OEJKOB OpraHu3aTopa co-
CTOMT B TOM, YTO BCE OHHU SIBJISIIOTCS MHTUOUTOPaMU.

Cyas no BceMmy, NpUHIMIHANbHAS CXEMa B3aUMOOTHOUIEHUN MEXIY TKAHSIMU
B 00JJaCTH OpraHM3aTopa XapaKTepHa JJi1 BCEX MO3BOHOYHBIX. MccienoBanus, BbI-
TIOJTHEHHBIC Ha 3apojbimiax Danio rerio, BeISIBUIIM MYyTaHTOB, Y KOTOPBIX HE pa3BUBa-
JUCh JIOPCAJIbHBIE CTPYKTYpbl, B YACTHOCTH, HE MPOUCXOJWJIa HeWpanu3auus.
Haunbonee cuibHasi BEHTpaju3alus 3apojbllla HaOMoAalach NpH MYTalMU TeHa
chordino, romonora rena chordin kcenomyca. Hanpotus, npu myrammu SWirl, koto-
past 3arparuBaeT Oenok BMP2, oTmewanachk gopcanmzanus 3apojpiiia. Takon ke
s ekt umena myranus mini-fin, Hapymaom@as HOPMaIbHYIO (DYHKLIHIO TOMOJIOTA
tolloid/xolloid: oTcyTcTBHE HOPMAIBHONW METAJIONPOTEa3bl BHI3BIBAIO MOJTHYIO pas-
OaaHCUPOBKY MeXaHHU3Ma (POPMHUPOBAHUS 10PCO-BEHTPATIHLHONW OCH 3apO/IbIIIIa.

CornacHO COBpPEMEHHBIM JaHHBIM, HabOiogaecMmas B 00JacTH OpraHu3aTopa
Helpanu3anus KTOJEPMbl OCYIIECTBISETCS MO MPUHLUIY «AHTHOUPOBAHMSI WHTH-
OuTOopa»: MoAaBysisa akTUBHOCTH Mosiekyll BMP u Wnt, opranuzaTop co3naer Hemnpe-
OJI0JIMMbIE MPEnATCTBUS I qudpepeHnnany Iporu3BOIHBIX BCEX TPEX 3apoiblie-
BBIX JINCTKOB B HAaNpaBJIeHUH (HOPMUPOBAHHS BEHTPATIBHBIX CTPYKTYp (puc. 122).
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Puc. 122. AHTaroHMCTHYECKHE B3aMMOIEHCTBUS CEKPETUPYEMBIX (DAKTOPOB OpPraHU3aTopa
[Imemana 1 BMP (mo: De Robertis et al., 2001)

Cmpyxmypa u ¢pynxyuu opeanuzamopa. Eme B sxkcrepumentax 1930-x rr. mo
TPaHCIUIAHTAIIMM TIOCJIEI0BATENBHO PACIIONOKEHHBIX BJOJb MEPEIHE-3aJHEN OCH KY-
COYKOB OpraHu3aTopa B MOJIOCTb Onactyisl O. MaHrosip[ nokasaj, YTO Ha CTaIUH
MO3/IHEN TaCTPYJIbl OPraHU3aTOp HEOJHOPOAEH. [lepenHue ero yuacTkn MHAYIIMPOBA-
JIM TOJIOBHBIE CTPYKTYpPBbI, BCIECACTBUE YETO MOJYYWIA HAUMEHOBAHUE 20JI08HO20 Op-
eanuzamopa, 3aJHUE OTPE3KU HHAYLUHUPOBAIM TOJBKO TYJOBUIIHBIE U XBOCTOBBIC
CTPYKTYPbI — COOTBETCTBEHHO MaTEpHall XOPAOME30I€PMBbI, PACIIOJIOKEHHBIN B HEIO-
CPEJICTBEHHOM OJIM30CTH OT OJIACTONOPA, HA3BAIM TYJIOBUIITHBIM OPTraHU3aTOPOM.

CornacHO COBPEMEHHBIM IMPEJCTABICHUSAM, Ha CTaJWd PAHHEW racTpyybl U
MIO3/IHEE OPraHU3aTOpP COCTOUT U3 TPEX YACTEW, KOTOPBIE PA3INYarOTCs KakK Mo Mpo-
HCXOXJIEHUIO0, TaK U 0 (PYHKIIMOHAIILHOMY 3Ha4YeHHI0. B coctaBe opranuzaropa
pazIuyaroTCa NEPeHssl SHTOJAepMalbHas 00JacTh, TOJIOBHON OpPTraHU3aTOp U TYJIO-
BUIIIHBIN opranu3arop (puc. 123).

A

Puc. 123. Cxema 3aki1aiki OCHOBHBIX YacTel opraHuzaTtopa Ha craauu paHHel (A) u cpeaneii (b) ra-
ctpyasl (mo: Gerhart, 2001): 1 — sHTOAEpMANTbHAS YaCTh OPTaHU3aTOPA; 2 — TOJIOBHON OpraHu3arop; 3 —
TYJIOBHIIIHO-XBOCTOBOM OpraHu3aTop; 4 — 61acTolesb; 5 — OyThUIKOBUAHBIE KIIETKH; 6 — apXEHTEpPOH;
7 — 3HTOJIepMa; CTPEIKON MOKa3aHO HaIpaBJICHHUE JABHKEHUS KIIETOK OpraHu3aTopa

Camast mepenHssi 00JacTh opranuszaropa GOpMHUPYETCS B TOPCATBHONW Mapru-
HaJHLHOW 30HE 3a CUET TIIYOMHHOM COJIeprKaIlel KeNTOK SHTOAepMBI. B Xo7e racTpy-
TSAN KJIETKUA JAaHHOW OOJIAaCTH B COCTaBE apXEHTEPOHA MEPEMEIIAIOTCS B TIEPETHEM
HarpaBJeHUH, a 3ateM AuddepeHIupyOTCsS Kak 3adaTok nedeHn. C sHToIepMaib-
HOM YacThlO OpraHu3aTopa CBs3aHa WHAYKIMS HauOoyiee TMepeHUX HEeUpabHBIX
CTPYKTYp, TaK Kak 371ech cexpetupyrorcsa oenku Dickkopf u Cerberus, nmpoTuBozeii-
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ctBytomue hakropam BMP u Wnt. brarogapst tomy uto Cerberus o6nagaer cnoco6-
HOCTBIO OJIOKMpOBATh Takxke JeicTBue pakTtopoB cemerictBa Nodal, B 3Toii o0nactu
MpeOTBpaIIacTCsl BO3MOKHOCTh 00pa30BaHUsI ME30JIEPMbI U3 PE3YMIITUBHOM IKTO-
nepmbl. C 00J1aCcThIO EpeHEN SHTOIEPMBI CBSI3aHA TAK)KE MHIYKLHS CepaLa.

l'onosnoii opeanuzamop COCTOUT U3 JIBYX CyOpETMOHOB: CyOpermoHa rioToy-
HOM SHTOAEPMBI U CyOpEernoHa MpOCIEeKTUBHOMN MPeXOp1aIbHON ME30CPMBI.

[lepBbIilt BOZHUKAET B BUJI€ OYTHUIKOBUIHBIX KJIETOK, KOTOPBIE 3aTe€M Mpuolpe-
TaIOT BUJ OOBIYHOTO 3MUTENMATIBLHOTO Tu1acTa. B xone nquddepenunannu 3apossiia
ATOT 3a4aTOK JAET BBICTUJIKY IVIOTKH, kabepHbIe KapMaHbl U 00pa3yeT MUTOBUIHYIO
&Kese3y. JTa 4acTh OpraHu3aropa UHAYLHPYET 00pa30BaHUE KaOEpHBIX AYT, 4 TAKKE
*KaOCepHBIX MIeNIel W AMUOPaHXUATBHBIX IUIAKoJ. Marepuan MpoCIeKTUBHOMN Mpexop-
JaJIbHOM Me30/1epMbl 00pa3yeT JHO Yeperna U HEKOTOPHIE JIEMEHTHI YETIOCTHOTO arl-
napata. Jkcnpeccupys cekperupyembie 6enku Chordin, Noggin, Follistatin u Frzb,
OH obOecrieunBaeT o0Opa3zoBaHUE CTPYKTYp NepenHel HepBHOU miacTUHKHU. C 3Tol 00-
JIACTBIO OpraHM3aTopa CBsI3aHAa WHIYKLHS BEHTPAJIBHBIX CTPYKTYp Mo3ra. Penpeccu-
pya akTuBHOCTH Shh B 3auaTke mepeiHero Mosra, OH CHOCOOCTBYET pa3/esICHUIO
€IMHOr0 BHAYaJle 3a4aTKa IJia3a Ha JBa CHMMETPUYHBIX. B pe3ynpTaTe skcnpeccun
Frzb, xotopeiii uHakTuBHpyeT Oenku Wnt, NMpegoTBpAIAETCS MOCTEPUOPU3ALIMS
naHHOM oOnactu. EcTh OCHOBaHUs MpeAnojararb, 4To C JaHHOW 00JIACTbIO OpraHu-
3aTopa CBsi3aHa MHAYKLHS cepaua.

Tynosuwino-x60cmogoti op2anu3amop B CBOI OYEpEb TAKXKE MOAPA3ACIACTCS
Ha JBa CyOpernoHa: 001acTh MPOCIEKTUBHON SHTOAEPMBI U 00JACTh MPOCHEKTUBHOM
xopaome3oaepMbl. O61acTh NPOCIEKTUBHON SHTOAEPMbI HHAYLUPYET JICHKAILYIO O]
Hel xopaomesoepmy U 1uddepeHupyeTcs Kak Kpblllla KAIIKH, U3 COCTaBa KOTOPOH
BBIJICJSIETCSL TUIIOXOPA, PACHOJIOKEHHBIM MEXKIY XOPIOM M KHUIIKOM TSK KIETOK,
(yHKLIHST KOTOPOTO COCTOMT B MHAYKIMHU CIIMHHOTO KPOBEHOCHOTO cocynaa. Becbma
pa3Ho00pa3Hbl (PYHKIIMU MPOCIIEKTUBHOM XOPJAOME30AEPMbI, KOTOpas npu audde-
peHImanuu 3apojipina oopazyer xopay. OHa OTBETCTBEHHA 3a HEWpalU3alUio HEPB-
HOM TJIACTUHKU M 00€CIeYMBaeT OCTEPUOPHU3ALMIO HEPBHOM TKaHU, KOTOpasi BCJIEI-
CTBUE 3TOr0 (OpMHUPYET 3aJHUN M CIMHHON MO3r. AKTUBHOCTBH XOPJIOME30]I€PMbI
Ba)KHA JUIsl JE€TEPMUHAIIMKM CBOMICTB KJIETOK TYJIOBUIIHOIO HEPBHOIO IpeOHs, KOTO-
pBl€ OTJIMYAKOTCS OT CBOWCTB COOTBETCTBYIOLIMX KIJIETOK TOJOBHOro otaena. Ona
y4acTBYeT B Jopcanusaiuuu Me3oaepmbl. CuHtesupyembie 31ech Oenku Chordin,
Noggin u Follistatin Heo6X0AMMBI, B YaCTHOCTH, AJi1 POPMUPOBAHUS COMUTOB, TOTAA
Kak cekpeuust Shh uHAyIUpyeT B cCOMUTax OOpa3oBaHHUE CKJIEPOTOMA, a B HEPBHOMU
TpyOke — e€ nHa. C Tem ke ¢akropom Shh cBs3bIBalOT popMHUpPOBAHKE TUIIOXOP/IA U3
KPBIIIH KUIIKH, a TAKXKE 3aKJIaJIKy 3a4aTKa MOIKETyI0YHOM JKene3bl.

Takum oOpa3zoM, Helpanu3auus 3KTOAEPMbI MPOUCXOAUT IO YMOIYAHUIOY,
T. €. B CIy4ae OTCYTCTBHsI 0COOOr0 BeHTpanu3ymmero curuaina. C 3Toil TOUku 3pe-
HUSl JeTepMHUHAIMS HEWpalbHON CyIbOBI IKTOJEPMBI — 3TO peanu3als HEKOEro
«OCHOBHOT'O COCTOSIHUS» CUCTeMbI. [[is1 Toro uToObl pa3BUTHE 3ayaTKa MOILIO B
HarpaBjieHUU (HOPMHUPOBAHUS HEUPATBHBIX CTPYKTYP, HEOOXOAMMO JIUIIh, YTOOBI Op-
raHU3aTop OCYUIECTBUJ MPOTUBOJAEHCTBUE BEHTPAIU3YIOIIEMY UHAYKTOPY. Apyrumu
CJIOBAMH, OPTaHU3aTOP MO CBOEH CYTH SIBJSIETCS «aHTUUHIYKTOPOM).

[To-BuanmMoMmy, mpouecc Helpanu3alyl UMEET HECKOJbKO ATarloB. 3aKIIOYu-
TEJIbHBIN 3Tal, Ha KOTOPOM MPOUCXOIUT OKOHUYATEIIbHBIA BHIOOP MEXIY TOPCaATBLHON
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Y BEHTPaJIbHOM Cynb0OH, 0XapaKTepr30BaH JOCTATOYHO MOIAHO. OIHAKO MOJIEKYJISP-
HbIE MEXaHU3MBbI, CO3/IAIONINE TPEIMOChUTKH HehHpaim3anuu U (GOPMUPYIOIIUE TO,
YTO 3KCIIEPUMEHTATOPHI HA3bIBAIOT «OCHOBHBIM COCTOSTHUEM», ITIOKA HE PACKPBITHI.

2.1.12.5. Kommnerenius sMOpHOHATBHON TKAHU

Emé B camom Hauane MCClIeAOBaHUN MEPBUYHONW 3MOPHUOHAIBLHOM WHAYKIIUU
OBLIIO 0OHAPYKEHO, YTO HE JF00as TKaHb MOXKET BOCIIPUHUMATH JCHCTBHUE TOTO WJIH
WHOTO MHAYKTOpA, T. €. HE Jr00as ABJsSeTcCs g Hero MumieHbi0o OHa MoihKHA 00JIa-
JaTh HEKUM CIICIU(PUIHBIM Ka9eCTBOM.

Ceoticmeo, cnocooHOCmb dMOPUOHANBHBIX MKAHEU omeeuamv HA Oelicmeue
UHOYKMOpa OblI0 HA36AHO KOMNEmeHYUel.

Bnauane npesmnonaranock, 4To KOMIETEHIUS — HE OoJiee YeM MacCUBHOE BOC-
MPUSTUE YMOPUOHATILHOM TKAHBIO CUTHAJIOB, UCXOJISAIIUX OT HHAYKTOPOB, KOTOPBIE U
cojepxkar B cebe BCO «uHbOpMAlLUIO» IJis JaibHeumiero pasputus. [louemy
[IIrmeman ¥ Ha3BIBAI WHUIUHUPYIOIIYIO TKaHb opeanuzamopom. OQHAKO OKa3ajaocCh,
9TO CaMH 10 ce0e pearupyronue TKaHU 00JIaJaf0T CIIOCOOHOCTBHIO «OTOUPATh) WIIH
BHUJIOM3MEHSITH (MOIYJIMPOBATh) IMOCTYMAIONIME K HUM CHUTHANBI. BriepBbie 3TO OBLIO
MIPOJIEMOHCTPUPOBAHO KPACHUBBIM OIBITOM, nocTaBiieHHbIM [. [llmemanom u ero co-
TpyaHukoM [IoTT3. XOTS 3TOT OMBIT OTHOCUTCS K HECKOJIBKO O0Jiee MO3AHEN cTaauu
Pa3BUTHS, HEXKEIU Ta, HA KOTOPOW MPOTEKAET IIMEeMaHOBCKasi UHAYKIUS, €T0 YMECT-
HO 00CYyAHTh ceryac (pI/IC.124)l.

Puc. 124. Onwir O. lotre u I'. [Ilnemana mo TpaHCIIIAHTAIMH TPE3yMITHBHON OPIOIITHON KTO-
nepmsl (1mo: Muller, Hassel, 1999): A — ronoBacTHK JISITYILIKH, BUJT C BEHTPAJIbHON CTOPOHBI: 1 —
pOroBasi YeNIOCTh; 2 — pOroBble 3yObl; 3 — mpucocku; b — muunHKa camamManapel: 4 — I€HTHHOBBIE
3yObI; 5 — 6anancepsl; 6 — xabpel; B, I — TpaHciuianTanus mpe3yMOTHBHON OPIOIIHON SKTOIEPMBI
3apo/IblIIIa JIATYIIKH Ha IPE3YMITUBHBIA NepeHIIA KOHell 3apo/bliia calaManapsl; J| — xuMepHas
JMYWHKA CajlaMaHAPBI C XapaKTEPHBIMU VTS JISTYIIKA POTOBBIMH CTPYKTYpaMu (7) U PUCOCKaMHU
(8), koTopbie chopMUPOBATHCH U3 OPIOIIHON IKTOIEPMBI JISATYILIKH
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JlaHHBIN OMBIT OBLT MOCBAIIEH U3YYCHUIO WHIYKIIMOHHBIX BO3/ICHCTBUM, HEOO-
XOJIMMBIX i1 00pa30BaHUS POTOBBIX CTPYKTYP Yy OECXBOCTBIX M XBOCTAThIX aMQu-
Ouii. Y 3TUX KUBOTHBIX POTOBBIC CTPYKTYPHI UMEIOT PA3IMYHOE CTPOCHUE: Y Hecx6o-
cmulx (JATYIIKA) OHU TPEACTaBICHbI HECKOIBKUMU PAIAMHU PO208bIX 3YO0UUKO8, A Y
xeocmamuix (TPUTOH) POTOBBIE 3YOUUKH 0mCYmcmayion, 3aT0O UMEIOTCS 0COObIEe HU-
TEBUJIHBIE BBIPOCTHI — OANAHCEPDL.

[Ipexxne Bcero, ObUIO YCTAaHOBJIEHO, YTO KAXMCObLU W3 DTUX TUIOB CTPYKTYpP
MOXKET BO3HHMKHYTh U3 1700020 y4acTKa BEHTPAJIbHOW AKTOAEPMBI 3apOJIbIIIa, €CIH
ATOT y4acTOK OyAeT mepecakeH B poToBYI0 o0Osacth. CienoBareinbHO, CTEHKA HM-
OpHUOHATBHOU TIOTKH TMOOYXKIAeT HAKPHIBAIONIYI0 €€ TKaHb PAa3BUTHCS B POTOBBIC
CTPYKTYPBI, T. €. SIBISICTCS AJIsl HEE UHAYKTOPOM.

A Kak MHUILIEHb BOCHPHUMET JICHUCTBUE UYKEPOJHOTO UHIYKTOPA, €CIIU Y4aCTOK
BEHTPAJIbHOM IKTOAEPMBI JISATYIIKU MEPECaTIUTh B POTOBYIO 00JACTh TPUTOHA U 00-
patHO? OcTaHeTCs JM OH K HEMY «IJIyXMM» WM NOJYMHHUTCS CUTHAIY MOCTPOUTH
YyKEPOJHBIE CTPYKTYpbI?

Pe3ynbpTaT OKkazaucs TpeTbUM: a) TKaHb 80CHPUHANA CUTHAJT OT UYKEPOTHOTO
UHIYKTOpa, HO 0) «npouumanay e2o no-ceoemy: y4acToK 3KTOJIEPMBbI JISTYIIKU O/
NEeUCTBUEM HHIYKTOpPa TPUTOHA MOCTPOMJI POTOBBIE OPraHbl JISITYIIKH W HA00OPOT.
OTOT OMBIT BIEPBBIC HATJISJIHO MOKa3aj, 4TO dMOpPHUOHANIbHAS TKaHb HE CJIENO BOC-
MPUHUMAET CUTHAJI OT UHJIYKTOPa, HO CIIOCOOHA €ro «uHTepnpeTupoBaThy». [loHsTHE
«KOMITETCHIIUN» JOJKHO BKJIIOYATh B €€0s1 U TaKYIO CIIOCOOHOCT.

[To3’ke MbI TO3HAKOMUMCSI C JIPYTUMU MPUMEpPAMHU TaKoro ke pojia (U3 KoTo-
pPBIX 0COOCHHO MpUMeYaTesieH PaKkT MHIYKIIMA KOHEYHOCTU CITyXOBBIM ITY3BIPHKOM ),
a cerlyac BEpHEMCS K «MHIYKIUU [0 YMOJYAHUIO. JaHHBI TUI  UHAYKUWAH
CBHJIETEIILCTBYET O TOM, YTO B KOMIIETEHTHBIX KJIETKAX YK€ MPUCYTCTBYIOT CTPYKTY-
pbl, CIIOCOOHBIE pPEAM30BaTh CJIOXKHBIC CUTHAIbI, HEOOXOAUMBIE, HAMpUMEp, s
Hepanu3auu. CienoBaTesbHO, BHEIIHUE UHIAYKTOPHI I€MCTBYIOT B JAHHOM CJIy4ae
JUIIb KaK NYCKOBble MEXAHU3MBI (mpueeepul), 3ayCKAIOIINE YKE MPAKTUYECKH 20-
MOBYI0 CUSHATILHYIO CUCTEMY.

[IpuMepoM KOMIETEHIIMU KIIETOK 3a4aTKa MOXET CIIY>KUTh MHIYKILHS XpyCTa-
JIMKa TPU B3aUMOJECHCTBUM TJIa3HOTO Iy3bIPSI U SKTOAEPMBI, B3ATHIX OT KPBIC C pa3-
HBIM T€HETUYECKUM CTaTycOoM. B 3TOM 3KCnepuMEHTEe McCleIoBalu UHIAYKIHIO XpY-
CTaJIMKA MPU Pa3HBIX KOMOWHAIIUSX TKaHEH, B3SITHIX OT KUBOTHBIX JuUKoro Tumna (Wt)
Y OT TOMO3UTOTHBIX MyTaHTOB 10 reHy Pax6 (tadu. 3).

Tabmuna 3. 3aBUCMMOCTh HHAYKUMH XPYCTAJINKA NPH PEKOMOUHAIUM
TKaHell KPbIC ¢ Pa3JIMYHbIM IreHeTH4YeCcKUM cratycoM (mmo: Fujiwara et al.,1994)

B3anmoneicTyromme TKaH! Nunykius
I'ma3Hoii my3sIpb DKToHepMa XpycCTallnKa
Wi Wit Ectb
Pax6~/ Pax6~ Wit -l-
Wit Pax6~/ Pax6~ Her
Pax6~/ Pax6~ Pax6~/ Pax6~ -/l-
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Kak BUIHO M3 NaHHBIX TaOJIMIBI, B pacCMaTpPUBAEMOM CIy4ae MOJIOKUTENIbHbIN UC-
XOJ] UHIYKLUU OIPENEIAETC He MKAHbIO UHOYKMOpA, HO OCOOEHHOCTIAMHU peazup)y-
rowell TKaHu. B cioydae romo3urotHoi myrtamun Pax6~/ Pax6™ pearupyromiasi TKaHb
He 00JaaeT KOMIETEHIMEN U XpycTaluK He obpasyercsa. Ecnu ke skromepma Oe-
PETCS OT KUBOTHOTO JUKOTO THUIA, TO XPYCTAINK MHAYLUPYETCS AaK€ B TOM CiIydae,
KOTJla MHAYKTOpP B3AT OT MYTaHTHOH (hopMbl. DTU HAOIIOJEHUS MOATBEPKIAIOTCS
JaHHBIMH O TOM, YTO in Vivo mpu Hynb-mMyTanuu Pax6~/ Pax6™y 3apoaplieii riiasa
HE Pa3BUBAIOTCA.

2.1.12.6. IHCTpYKTUBHBIE U IEPMUCCHUBHBIC
B3aMMOJICHCTBHSI

PasznuyaroT Takke ABa croco0a MHAYKTUBHBIX B3aUMOJICHCTBHIA.

1) Mpu uncmpyxmusnom B3aMMOJCHCTBUH CUTHA M3 WHAYIUPYIOIIEH KIIETKU
HEO0OXOJMM JJIs1 aKTUBALIUU SKCIPECCUH KAaKOI0-TUO0 reHa B OTBEYAIOILIEH Ha CUTHAI
KJIIETKE — 0€3 MHIYIUPYIOIIEro BO3ACUCTBUS mocieAHsss He Oyaer auddepeHiupo-
BaThCsl B ONpPENENEHHOM HalpaBlieHuu. Hampumep, eciu ria3Hod My3bIpEK MoMe-
CTUTh NOJ HE CBOWCTBEHHBIM €My paiOH T'OJIOBHOM 3KTOJIEPMBI, OH MHIYLUPYET B
3TOM paliOHE XPYCTAIMK B MaHEPE HHCTPYKTUBHOI'O B3aUMOJCHCTBUS. Bo3mox-
HO, YTO BCEM MHCTPYKTHBHBIM B3aMOJECHCTBUSAM CBOWCTBEHHBI TPH IJIABHBIE YEPTHI:

a) B IPUCYTCTBUU TKaHU A oTBedaromas Tkanb b nuddepenunpyercsa B onpe-
NE€JIEHHOM HaIIpaBJICHUU;

0) B OTCYTCTBUE TKaHU A oTBevarolas Tkanb b He quddepenunpyercs B 3ToMm
HaIlpaBJICHUU;

B) B OTCYTCTBUE TKaHU A, HO B IPUCYTCTBUU TKaHU B TkaHp b, TeM He MeHee,
He nuddepeHupyeTcs B ©3BECTHOM HaIlpaBJICHHH.

2) Bropoii THI MHAYKIMH — nepmuccusHoe B3aumojeiicteue. Ilpu HEM oTBe-
Yaromiasi TKaHb rotoBa Iu(depeHIpoBaTLCS B ONPEACIEHHOM HANpaBiIeHUM U €if
HEOOXOUM TOJIbKO CUTHAJ U3 OKPYXaroLeil cpe/bl, YTOObI MOATONKHYTh KJIETKU OT-
BEUaloIlleld TKAHU Ha ATOT NyTh nuddepeHuporku. Hanpumep, MHOTHE TKaHH CIIO-
coOHbl K au(pdEpEeHIIUPOBKE, €CIU KIETKH, €€ COCTaBISIONINE, KOHTAKTUPYIOT C
TBEPIBIM CYOCTpaTOM, coziepKaiuM GUOPOHEKTHUH WU JIAMUHHH.

Urak, mogBenéM HEKOTOPBIA UTOT pAaCCMOTPEHHOMY.

OmbpuonanvHas uHOYKYus — MEXKIETOYHOE B3aUMOJIECHCTBUE HUHIYKTOpa U
pearupyromen CuCTeMBbI, B PE3yJIbTaTe KOTOPOTO U3MEHSIETCS HAIIPABICHUE PA3BUTHS
nocneanei. UHIyKTOpoM MOTYyT ObITh TKaHb, 3a4aTOK, KJIE€TKa, BhIpabaThIBaIOIIHME
CUTHAJIBHBIE MOJIEKYJIbI, J€HCTBUE KOTOPHIX BbI3BIBAET U3MEHEHUE MOTEHIUN Pa3BU-
THS TKAaHU-MUIICHH.

Pearupytoiast TkaHb, WIH mMKaHb-MuleHb — 0coObIM 00pa3zoMm auddepenn-
pOBaHHasi TKaHb, KOTOpas XapaKTEpPU3YeTCs KomMnemeHyuewu, T. €. CIOCOOHOCTBHIO
BOCHPUHATh CUTHAJIbHBIE MOJIEKYJIbI U aJI€KBaTHBIM 00pa30M Ha HUX OTpEarupoBaTh

(puc. 125).
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Puc. 125. Cxema B3auMoieliCTBUSI MHAYKTOpPA U pearupyromieit Tkanu (mo: Jounya, 2004)

BaxxHO mOAUYEpKHYTh, YTO 3MOPHOHANbHAS WHIYKLHS — HE OJHOHANPABIICH-
HBIM MPOLECC, a B3aMMOJACHCTBHE JABYX CHELUUAIBHO IMOATOTOBICHHBIX I TAKOTO
B3aMMOJICHCTBUS 3a4aTKOB WJIN KJIETOK.

OMOpUOHaNIbHAsA MHAYKLHS SBIISETCS BaXXKHEUIIUM (PaKTOpPOM pa3BUTHUS BCEX
MHOTOKJIETOYHBIX JKMBOTHBIX. OHa peamu3yeTcs Kak Ha TKAHEBOM YpPOBHE, KOIJa
B3aMMOJICHCTBUE IPOMCXOJUT MEXKAY 3a4aTKaMM JIUTEIUAIbHOM IPUPOABI WIH
MEK]ly ME3EHXMMHBIMH U SIIUTEINAJIbHBIMU 3a4aTKAMU, TaK U Ha YPOBHE OTIEIbHBIX
KJIETOK. DMOpHOHaIbHAsA MHAYKIHUS ONpEAesieT Kak ouggepenyuayuio Kiemox, Tak
U Mopghocenemuyeckue npoyeccvl, KOOPAUHUPYS UX B MPOCTPAHCTBE U BO BPEMEHHU;
OHa 00ECIEeUYMBAET MUICHETUYECKYIO CBA3b MEXIY CTaAUsIMU Pa3BUTUS BO3pACTAIO-
LIEN CII0KHOCTH.

VY M03BOHOYHBIX MPUHIMI 3MOPUOHATBHOW MHIYKIUH JIEKUT B OCHOBE (hop-
MHPOBAHUSA ITPAKTUYECKHA BCEX OPraHOB, HE3aBUCUMO OT UX NPUHAJIEKHOCTH K TOMY
WJIM UHOMY 3apOJIbIIIeBOMY JUCTKY (puc. 126). Tak, MHIyKTUBHBIC B3aMMOICHCTBUS
MEKJly ME3EHXMMOW U IKTOAEPMAJIBHBIM JIUTEINEM JIEKAT B OCHOBE Pa3BUTHUSA BO-
Jjoca, nepa, 4elryu, 3y0oB, TOTOBBIX U MOJIOUHBIX keJe3. [ledenn, nérkue, mopxeny-
JIOYHAsi U CJIOHHBIE JKEJIE3bl BO3HHUKAIOT B PE3YJIbTATE€ MHIAYKTUBHBIX B3aUMOIEH-
CTBUM MEXIYy ME3CHXHMOM U JIUTEIUSIMU 3HTOACPMAIIBHOU Ipupoiasl. PasBurtue
MOYKH OOYCJIOBJICHO WHAYKTHBHBIMU MPOIIECCAMHU, B KOTOPBIX YYacTBYET ME30-
JIepMaJIbHBIN SITUTEIINM.
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Puc. 126. UaayknroHHBIC B3aMMOJICHCTBHS M KaCKaHbBIE TIPOIICCCHI B pa3BUTHH aMpuOuii (T10:
Mangold, 1961): A — MHyKIIMOHHBIE MPOLIECCHI B Pa3BUTUH I'OJIOBBI; b — MHIyKIIMOHHBIE MTpOLIEC-
Cbl B Pa3BUTUH TYJOBHIIA
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B yueOHo# nuTepaType sBIEHUS IeTEPMHUHALIMN YacTeil B X0/€ pa3BUTHUS Tpa-
JUILAOHHO U3JIaratoT MPEXIe BCETO HAa OCHOBE KIIACCUYECKUX SKCIIEPUMEHTOB KOHIIA
XIX — Hauana XX B., MOCKOJIbKY OHU YPE3BBIUYAHO HATJISIHBI U IOTOMY YOEIUTEIhb-
Hbl. HO ecTh y HUX M CyIIIEeCTBEHHBIA HEIOCTATOK — MOP(OJIOrnyecKuii pe3yabrar (a
OUYEHb YaCTO HEYJAYHBIN) MPUXOJUTCA CPAaBHUTEIBHO JOJTO XJ1aTh. B OonblMHCTBE
’KE CIIy4aeB Mo OOJBIIOMY CYETY HET HEOOXOJUMOCTH MOJIYYUTh KOHKPETHYIO CTPYK-
Typy WM OpPraHu3M: HEOOXOJIMMO JIMIIL OOHApYX UTh cTapT nuddepenunanuu. To
€CTbh, IO CYTH, JOCTaTOUYHO 3a(pUKCUPOBATH (PAKT IKCIPECCHH KOHKPETHOTO, UHTEPE-
CYIOIIIErO B TOM WJIM MHOM ClIydae TeHa — (pakT IMycKa CUHTEe3a TOro WM HHOTO Oel-
ka. J711 3TOro B Hacrosiee BpeMsl CyHIECTBYIOT TOUHBIE SKCIIPECC-METO/IbI PEILICHHUS
3TOM 3amaun. Harpumep, *MMYHOJIOTHUECKUIT METOA, KOTOPBII MO3BOJISET a0COIIOT-
HO TOYHO pacIiO3HaBaTh HAJIMYME KOHKPETHOIO MHTEPECYIOUIErO0 B TOM WM MHOM
ciyyae Oenka.

2.2. POCT

Pocm — nocmynamenvroe (ayukiuueckoe) uzmenerue nokazamenet Maccol U
pasmepos meia.

Kak crnenyer u3 omnpeneneHus, MOHATHE BKJIIOYAET B ce0s KaK yBEJIUYCHUE,
TaK ¥ YMEHBIIEHHUE 3THX [TAPaMETPOB.

[IpupocThl Macchl MOTYT OPOUCXOIUTH JBYMS ITYTIMHU:

1) 3a cu€r yBenMYEHUS] KOJUYECTBA HEOP2AHUYECKUX BEIIECTB, aKKyMYyJIUpye-
MBIX OPraHU3MOM (HAKOIJIEHHUE COJIEH B CKeJieTe, HaOyXaHUe TKaHel ), 2) 3a cuér
YBEJIMYEHUS KOJIMYECTBA HETTIOCPEICTBEHHO J#CLUEOL TIPOTOILIA3MBI.

Yaie 5TH npoiiecchl MPOUCTEKAIOT pa3AenbHo. Hanpumep, yBennueHne Macchbl
pacTeHuil myTEéM BCachIBaHUS BOJbI MPOUCXOAUT B TOT MEPUO/] PA3BUTHUSI, KOTAa Kiie-
TOYHBIE JICJICHUS YK€ MPEKPATHIINCh U Macca dKUBOW MPOTOIIA3Mbl HE PACTET; POCT
CKEJIETHBIX WIJ MHOTHUX OECMO3BOHOYHBIX TOKE HE CBS3aH C YBEIMUYCHHEM YHCIIA
KJIETOK, X oOpa3zyromnux. C npyroi CTOpOHBI, yBEIMUECHUE )KHUBOW MacChl B IMOpHO-
HaJBHBIN WJIM PAaHHUN MOCTAMOPUOHATBHBIN MEPUOBI CT1A00 UM BOBCE HE CBS3AHO C
AKKyMYJISIUE MUHEPAIbHBIX BEIIECTB.

Cy1iecTByIOT, OIHAKO, CIy4au, KOT/a POCT KMBOM U HEOPTraHUYECKOW MacChl
UJIET coryiacoBaHHO. [Ipu 3TOM mmeeTcsi KaMOuaabHasi 30Ha, B KOTOPOM KJIETKH pa3-
MHOYKAIOTCS, a BBIAJIA U3 HEE, OPOrOBEBAIOT WJIM MUHEPAU3YIOTCA. Tak mPOUCXOIUT
POCT paKOBUH, POTOB U 3yOOB U T. II.

Poct 3a cuém owcueou npomonnazmel, B CBOIO Ouepeib, MPEJICTABICH ABYMs
TUTIAMU:

1) aykcemuunvlil u

2) nponugepayuonmwlil.

1) pu ayxcemuurnom pocTe MPOUCXOTUT YBEIUICHUE PA3MepO8 KIenoK, KO-
TOpbIE MPHU 3TOM He Oenamcs. ITOT CIOCco0 pocTa HE CIULIKOM pacnpocTpanéH. OH
HaOIIOAaeTCsl Y KOJIOBPATOK, KPYTJIBIX YEepBEH, TMUYMHOK HAaCEKOMBbIX. Hepemko 310
CBSI3aHO C NOIUNIOUOU3AYUeEl, YTO TIPEXKIe BCEro MMeeT MecTo y pactenuid. Ho u y
KUBOTHBIX 3TO BCTPEYAETCS JOBOJHHO YacTO; B OTAEIBHBIX Tpymnmax Oecro3BOHOY-
HbIX UMerTcs 3N u 4N nonysauuu. [Ipu 3ToM 0TMeUaroTCs 1B€ YETKUE TEHICHIINU:
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a) 10 MEpe ygeauuenuss NI0UOHOCMYU YBEIUUUBAETCS pazmep Kiemox, HO

0) ymenvwaemcs ux uucno. B pesynpraTe 4ero y OOJIBIIMHCTBA KHBOTHBIX
ayTOMOJIMIUIONAN3AIUSL CYIIECTBEHHO HE BIHUSAET HA POCT OCOOM M HE MPUBOIUT K
YBEJIMUECHUIO KOHEYHBIX PE3ylbTaTOB. biaromaps 3ToMy COXpaHSIOTCS HEKUE OMNTH-
MaJbHBIE JJIsl JAHHOTO BHJIa pa3Mephl Tea.

2) Iporugepayuonnwiii poct o0ECIICUMBACTCS, KaK CICAYyeT M3 Ha3BaHUS, 3a
CUET PA3ZMHONCEHUS KIIETOK.

B cBot0 ouepenp, pazauyaroT ABa €ro BapuaHTa!

a) MYTbMUNIUKAMUSHBIU

0) axkpeyuonnwlil.

a) [lpu mynemuniuxamuenom pocte 0d6e oOpa3oBaBIIMECS KJICTKH BHOBH JIe-
JATCS U T. 1. B pe3ynbrare yBeIMdYeHUE YMCIIa KIETOK MPOUCXOAUT B T€OMETpHUUE-
ckoit mporpeccun: N, =2", rae N,, — 9MCI0 KIETOK uepe3 N JACIICHUH.

Takoit MexaHu3M oOecrieurBaeT HauOOJIbIINK BKJIA]] B YBEJIMUEHHUE MAaCChl Op-
ranuzMa. Ho B uncrom Buje oH OO HE BCTpedaeTcs, MO0 OBICTPO 3aKaHYUBAETCS
(xapakTepeH 11 SMOPUOHAIILHOTO U PAHHETO OCTIMOPUOHAIILHOTO TIEPHOJIOB).

0) [Ipu akKpeMOHHOM POCTE TMOCJE KaKIOTO MOCIETYIOIMIEro JAeIeHNs BHOBD
B JICJICHHE BCTYIAET JUIIb OJHA U3 00Pa30BaBIIMXCS KIETOK, B pe3yJIbTaTe Yero yBe-
JMYEHUE YHCTIa KIETOK MPOUCXOIUT B apU(METHIECKON TPOTPECCUU:

N, =2n.

OOBIYHO ATO CBSI3aHO C PA3AECICHUEM TKaHU Ha KaMOUaNbHYIO U AU(depeHu-
POBAHHYIO 30HBI M C MOCTOSTHHBIM MEPEXO0JIOM KJIETOK M3 MEPBOM 30HBI BO BTOPYIO;
IIPU 3TOM COXPAHSIETCS MOCTOSHHOE COOTHOILLIEHUE Pa3MEPOB 3TUX 30H. DTO Xapak-
TEPHO JIJI1 OPTAHOB, IJIe MPOUCXOAUT MPUPOCT WK OOHOBJICHUE KJIETOYHOIO COCTaBa
B meueHue celi NOCMIMOPUOHAILHOU KU3HU 0COOM (CIM3UCTHIX MOKPOBOB KHIIICU-
HUKa, JABIXaTENbHBIX IMyTEH U Ap., TJE BBIXOMASIINE M3 30HBI Pa3MHOKECHHS KIIETKH,
PO onpeieEHHBIN MyTh MU PepeHIUPOBKU, THOHYT), a TAKKE MPOUCXOTUT TaM,
r71€ KICTKU ommuparom, HO coxparsaomcs (pora, BOJIOCHI, 3yObl, PAKOBUHBI U T. 11.).

WNHorna BBIIEISAIOT B KAauecTBE OTIEIBHOIO BHUIA PeKYPPEHMHblU POCT —
MIPOMEKYTOUHBI MEXIy MYJIbTUIIMKATUBHBIM M aKKPEIIMOHHBIM. B 3TOM cCiydae
aenarcs 00e KIeTKH, HO ¢ pa3pbhIBOM B OJIHO TIOKOJICHHE; TAKMM 00pa3oM, YUCIIO Kiie-
TOK sIBJIsieTCs unuciioM psiga @ubonavuu: 1, 3,5, 8, 13,21 u T. a.

Takoi poCT Ha KJIETOYHOM ypOBHE pelnoK. OQHAKO POCT aNnMKaJbHBIX MEpPH-
CTEM BBICIIUX PACTEHUI, N3MEPSIEMbI YHCIIOM U PACIIOIOKEHHEM IIeNIbIX 3a4aTKOB
(JTMCTBEB, JEMECTKOB, YEIIyeK), KaK MPaBUIIO, OMUCHIBACTCA TakuM psoM. Hampu-
Mep, YTJiIbl, Ha KOTOPBhIE TOBEPHYTHI OTHOCUTEIBHO JAPYT JIPYyTra MOCIEA0BATEIHLHO OT-
MMOYKOBBIBAIOIIUECS JIUCThS, €CIU WX BBIPA3UTh B JIOJSAX Kpyra, oOpa3yroT Apoow,
YUCJIUTENh W 3HAMEHATENIb KOTOPHIX €CTh PACIOJIOKEHHBIE Yepe3 OJHO 4Yucia psaa
OuboHAYYH: Y OJIBXH MEK3a4aTKOBBIA YO MEXIY TOCIICI0BATEIHHBIMUA JTUCThIMHU
paBeH 1/3,y nyba — 2/5, y rpymu — 3/8, y Munnansuuka — 5/13 moneit mienoro kpyra.
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2.2.1. YpaBHeHus pocTa

M3 Bcex KOMIIOHEHTOB Pa3BUTHS POCT JAOCTYIHEE BCETO JIJIsi KOJMYECTBEHHOTO
OMKCAHMS TIPEXK/IE BCETO TOTOMY, UTO €r0 MOKHO CUYUTATh CAMBIM JJIUTEIHLHBIM B OH-
TOT€HE3€, OTHOCUTEIHLHO MOHOTOHHBIM U JIMIIEHHBIM Pa3pbIBOB.

C nmaBHHMX MOp aBTOPHI CHOPST O CcywyHocmu ypaBHEHUH pocrta. «Onucamens-
Has» WX IIEHHOCTb MPOTUBOIIOCTABIISICTCA «no3HasamenvHou». CTODOHHUKU Hep8o2o
BUJISIT B YPaBHEHUH JIMIIIb YIOOHBIN CIOCO0 onucams SMOUPUYECKYIO KPUBYIO POCTa
U TIOJTYIUTh (DOPMYITy, TIO3BOJISIFOIIYTO, TIPH UMEIONTUXCS 3HAUCHUSX apTyMEHTa (803-
pacma), ¢ 3aJaHHOM TOYHOCTHIO (JOCTATOYHOW JUIsl pEHIEHUS KOHKPETHOM 3a1aun)
OTBICKATh 3HAYCHUE pyuryuu (8eca, uneliHoeo npomepa).

Bmopuvie cuntaiot, 4To ypaBHEHHS pOCTa BhIpaXXaroT (WJIM, BO BCSIKOM CiIyvae,
JOJDKHBI BBIPAXKaTh) HEKUE Pu3uoiocuieckue 0coOenHoCmu.

B mo0oM ciyyae HaJ0 MTOMHUTD, YTO J1a’K€ TOYHOE MaTeMaTUYECKOe OMMCaHUE
mpoiiecca emé He paBHO3HAYHO €ro OOBSICHEHUIO. BONBIIMHCTBO ypaBHEHUN pOCTa,
KOTOpbIe OyIyT PacCMOTPEHBI, CO3JaBajMCh KaK YUCTO (EHOMEHOJOTUYECKHE, U
JUIIb TO3XKE MOSBWIUCH HEKOTOPhIE 0000IIAIONINEe UX MPUHIHUIBI. Pa3nuyus B To4-
KaX 3pEHUs TAKXKE OMPEIENICHbl PA3HBIMHU LIEJISIMU UCCIIEAOBAHUS.

Ho 00b14HO U3MEHEeHue paszmepos Tella pacCMaTpuBaeTCs Kak GyHKIUS gpeme-
Hu (Bo3pacTta): W = f(t).

[Ipu 5TOM BCe ypaBHEHUS OTpaXarOT OJHY OOIIYI0 3aKOHOMEPHOCTb: YMEHb-
uieHue ¢ HeKoOmopo20 MOMEHMA YOeNbHOU CKOPOCMU pOCma No mepe Y8eauyeHus
so3pacma ocobu (puc.127).

oy
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NOAHOLLHHOr O

50 nuTaHUS

20

Puc.127. Kpusas pocta s nabopatopHbix Kpbic (mo: Muna, Knesesans, 1976): 1 — poct npu Hop-
MaJIbHBIX YCIIOBHSIX TTUTAHUS; 2 — POCT B YCIIOBHSAX TOJIOJIAHUS;, 3 — KOMITIEHCATOPHBIA POCT TOCTIE
IpeKpaleHus roJoJaHus

He onHo kMBOTHOE HE pacT€T OecnpenenbHO, XOTS MHOTHE PacTyT Ha MpPOTs-

KEHUHM BCEW >KU3HHM. B OIHHX cilydasix Mpenena pocTa MMEET BIIOJHE peallbHbIN
CMBICJI — €r0 JOCTUIaIOT )KUBOTHBIE MHOTUX Ipynil. B Apyrux cirydasx npenesibHble
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pa3Mepbl ONPENENSAIOTCS KaK NOJI0JHCeHUe aAcCUMnmomsl KpPUou pocma W HU OJHA
0CcO0b pealibHO HE JI0CTUTAET MPEEIBLHOrO pa3mMepa.

Kazanoch Obl, «kOHeuHbIt» N «acumMnmomuyeckuily pocT AOJKHBI OMUCHIBATh-
csl pasHbIMU ypaBHeHHsIMHU. OpHako (haKTHUECKH OKa3bIBA€TCSA, YTO YPaBHEHUSIMH,
OMKCHIBAIOIIMMHU, CTPOTO TOBOPS, ACUMIITOTHYECKUN POCT, YIAETCS BIOJIHE YOBJIE-
TBOPUTEJIBHO ONMKCATh U KOHEYHBIA POCT, MPUHSAB peaIbHBIA MPeaeNbHbIN pa3Mep 3a
ACUMNMOMmY.

2.2.1.1. BecoBble 1 TUHEHHBIE XapaKTEPUCTUKU

Wtak, paccmaTpuBas poOCTOBBIE MPOIECCHl, UMEIOT B BUAY IOKAa3aTeld WU
Macchl TeJla, WU €ro pa3MepoB

Bec — Gonee «éMkas» B «9yTKasy XapaKTEPUCTHKA, JTydIlIe OTpakaromias ¢u-
3UO0JIOTUYECKOE COCTOSIHUE OpraHu3ma. Bmecte ¢ TeM HMMEHHO 3TO 3acTaBisieT
YCIIOKHSTh OMPEIETICHUSI POCTa, YTOOBI MCKIIIOUUTH BIUSIHUE OOBOJHEHHUS, JKUPOHA-
KOIUJICHUSI, HATIOJIHEHUS MUIIIEBAPUTEIBHOTO TpakTa u T. 1. [loatomy dauna ocodbu —
0onee cmabunbHbili ¥ TOTOMY 00JIee ycmouuuagsli okazareiab. Ho BO3MOXEH U pocT,
He CONPOBOACOAIOUUICS VBeTUYEHUEeM OJIUHDL.

B koHedyHOM cuéte, UMeeTCs M B3aMMO3aBUCHUMOCTb MAaccChl (Beca) W JJIMHBI
oco0u. IlpeneOperiim BpeMEeHHbIMU W3MEHEHHUSIMUA coOoTHOIIeHUs éeca (W) U Onun
ocobu (L), pocT MOKHO onucarh ypaBHeHueM, rae W ¢purypupyer B kauecTBe PyHK-
un JuHel. 3aBucumocts W ot L, kak nipaBuiio, kpusonunetina. Haubonee ynwu-
BEpCaIbHO ypaBHeHHE W = al’.

Yarmie Bcero oHo ucroiabzyercs B popme IgW =Iga+blgL.

Jluib B OYEHBb PENKUX CIydasX MPU KUCCIECIOBAHMM POCTA MHOTOKJIETOYHBIX
KUBOTHBIX HEOOXOJMMO TMOJCYUTHIBATh TOYHOE YMCIIO KieTok. Kak mpaBuiio, uHTe-
pec MpecTaBIseT YCPEAHEHHBIH MPUPOCT MACCHI 3a4aTKOB, KaXK/IbIi U3 KOTOPBIX CO-
CTOUT U3 OYEHb OOJIBIIIOTO YKCIIa KIETOK.

2.2.1.2. YpaBHEHUS MyJIbTUIUTMKATABHOTO POCTa

J{nst ypaBHEHUSI MYJbTUIUIMKATUBHOTO POCTa Y CaMOTO SIBJICHUSI 3aUMCTBYETCS
MPUHLNN A8MOKAMAIUMUYECKO20 POCTa, T. €. Pa3MHOKEHUE KAXIOW €IUHULIBI K-
BOW MacCBhl.

OnHO U3 M3BECTHBIX YPABHEHUW MYJIbTUILIMKATUBHOTO pocta («ypaBHeHue C.

bpoan») B nuddepenimansHoit popMe BBITIAINAT CIEAYIONAM 00pa3oM:

aW _ w.
dt
U3 HEro BBITEKAET, YTO CKOPOCHIb POCA [d_Wj TIOCTOSHHA.
dt
Bonee yno6Has (opma 3TOro ypaBHEHUS (i)(z_\’v
w L dt

0 TOCTOSTHCTBE Y0e/bHOl CKOPOCTH POCTa — POCTA €AMHUIIBI MAacChl TKaAHU 3a €UHU-
1y BPEMEHH.

j =k, HTO CBUACTCIILCTBYCT
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Wuterpupysi, momydaem cieaytomiee ypasHenue: INW =Kkt ; morennmpys, mno-
aydaeM W =e".

Y OOJNBIIMHCTBA OPTaHU3MOB CKOPOCTh MYJBTHILTUKATHBHOTO POCTa B XOJIE
Pa3BUTHSI CHUYKACTCS.

B nomynorapudpmuueckux koopamHaTax mpHu K =CONnst rpaduk mnpencraBiiseT
coboit psimyto (puc. 128):

InW

t
Puc. 128. I'padpux pocra INW =kt

VY 60JBIIMHCTBA OPraHU3MOB, OJHAKO, CKOPOCTh MYJBTUIUIMKATUBHOTO POCTa
[0 XOAY Pa3BUTHUSI CHUXKAECTCS, XOTSI caM IMPHUHILIUI MYJIbTUIIJIMKATUBHOCTH (BOBJIEYE-
HUE JCJSIIIMXCS KJIETOK B HOBBIE JICJICHUs) B MacluTade IIeJIOro 3adaTka WM opra-
HU3Ma COXPAHSIETCS.

OcCHOBHBIE yCUIIUSl UCCIEAOBATENEl, pa3padaThIBAIOIINX TEOPUH POCTa, ObUIH
oOpalnieHsl Ha ONMCAaHUE U OOBSICHEHHME UMEHHO BTOPOM BETBU 3TOM KPUBOM (3ames-
JIEHUs1 pOocTa). 31€Ch MOKHO BBIIEIIUTh, 10 MEHBIIEH Mepe, /IBa HaIllpaBJIeHUs, KOTO-
pble B HEKOTOPBIX TOYKAX MEPECEKAOTCS, HO, BO BCAKOM CIIy4ae, He UCKIIOYaIoT OJ1-
HO JIpYyToe€:

1) IIpencraBneHue o pocTe Kak 0 cCaMOPEryJIupyeMoM mporecce. ITo, o mpe-
MMYILIECTBY TEOPETUYECKOE, HAMIPABIEHUE BEJIO K OCTPOEHUIO YPABHEHHIA, T/I€ CKO-
pPOCTh POCTa paccMaTpUBaJIaCh Kak (PyHKIMS JOCTUTHYTHIX pa3MEpOB WM BPEMEHH.

2) DKcriepuMEHTANIbHBIC TIOUCKU MHTHOUTOPOB M CTUMYJISITOPOB pocta. PocT B
JAHHOM CJIy4ae pacCMaTpUBAETCS KaK MPOLECC, YIPaBIIIeMbIid U3BHE.

[TepBoe HampaBiieHUE MPEACTABICHO JTOBOJBHO MECTPHIM HAOOPOM MaTeMaTH-
YECKUX KOHLEMILHUNA pOCTa: HEKOTOPHIE U3 HUX HOCAT SIBHO ()EHOMEHOJIOTMYECKHM Xa-
paKTep, Apyrue e COAEpKaT yKa3aHUsi Ha OMOJOTMYECKUW CMBICI paccMaTpHUBae-
MBIX BEJINYUH.

JIOCTOMHCTBOM ITPUBEIEHHOTO ypaBHEHUsS bpoau saBnserca ero npocrora. On-
HaKO MpU HEOOXOJUMOCTH ONMHUCATh BECh MEPHOJI POCTa KUBOTHOTO OHO HE MOJAXO-
IUT, TaK KaK Ha MPOTSKEHUH ATOTO MEPUOAA MOXKET MPOUCXOAUTh KAK YBEIUYECHUE,
TaK ¥ YMEHBIIEHUE MACChI TeJA.

910 yuuthiBaeT ypaBHerue JI. ¢pon bepramandu (1901-1972). B 20-e rr. XX B.
A. TIrorrep u JI. bepranmandu npeanoxmwim npoctoe (HU3NOIOTUYECKOE UCTOIKOBA-
HUE MpOLECCa 3aMEIJICHHs] U OCTAaHOBKM pocTa. OHM Hayajld C TOTO OYEBUIHOIO
YTBEPKACHHUSI, YTO MIPUPOCT MACCHI )KUBBIX TEJ MPEACTABISAET COOON Pa3HOCTb CUHTE-
3a W pacraja XMUBOM Marepuu. /lamee OHM NPEAIoaoXuian, YTO CKOPOCTb CUHTE30B
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MMPONOPHUOHAJIbHA ITOBCPXHOCTU TCJIA, ITIOCKOJIBKY 3Ta INOBCPXHOCTDb paBHA WUJIKN IIPO-
IMmopuruoHaJdbHa IMOBEPXHOCTH IMOITIOIMICHUA KHCJIOPOJdad, a CUHTC3bI Tp€6y10T 9HCPIruu
AbIXaHUA; CKOPOCTB KC pacliaZia ITPOIIOPpIUOHATIbHA 06T)CMy TCJIa, IIOTOMY 4YTO pac-
Imajg — mIpouecc aBTOHOMHBIN. Tak kak IIpHu poCTC TCJIa 00BeM YBCIMYNBACTCA OBICT-
pec NMMOBECPXHOCTU, POCT 6y,Z[€T IIOCTCIICHHO 3aMCIJIATLCA OO0 MOJIHOM OCTaHOBKH, O0-
CTUT'HyTasd K 3TOMY BPEMCHH MacCcCa TCJIa U 6y,[[€T OKOHYATEJIbHOM. COOTBCTCTBYIO-

Iiee ypaBHEHHUE UMEET BHU]T
d—W =AW™ —KW",
dt
rae W — Bec opranusma, A— «koHCTaHTa aHaOoam3Mma»; K — «koHcTaHTa Katabo-
JU3May». N MOXXHO NPHUHSTH PaBHBIM | «B KadecTBE (PU3MOJOTUUECKH IMPaBIONOA00-
HOM anmpoKCUMalui U 0COOCHHO MPUHUMAas BO BHUMaHUE TOT (PaKkT, 4TO MOTEPH Be-

Ca IIpH roJogaHuvu IMporopurOHaJIbHbI BECY TCJIa».

B sToM citydae nostyyaeTcs ypaBHEHUE dd—V:/ = AW " — KW . MHTETpHpyem:

1

Wt = A_{A_Wo(lm)}e—(l—m)m 1"“’
K LK

rae W. —Bec pu t=0.

A
[Tonmarast W, MaJIbIM 110 CPaBHEHHIO C 1> TomyHaen:

1
W, = {% (1_ o-(-mkt )}1”‘

1

A \i-m
[Tpu t—>oo W, = E :
1
A \-m
O603Ha4YNB K KaK W, (IpenesbHbIN BEC), MOTydaeM

1

W, =W, (1—e &  Jin — ypasrenue JI. pou Bepranandm.

2.2.1.3. YpaBHEHHE aKKPEIIMOHHOTO POCTa!

dw
—— =k, T. €. BOTOM CJIy4yae€ CKOPOCTb pOCTa IIOCTOsSIHHA.

dt

2.2.2. JInneiiHbIi POCT, HEe CBSI3AHHBII
€ KJIETOYHBIM Pa3MHOKEeHUEM
Y MHOTMX OpPraHu3MOB WM OTICJIbHBIX UX 3a4aTKOB POCT B IJTUHY HE CBS3aH C
pa3MHOXEHUEM KJeToK. [IpuMepoM MOTyT CIyX UTh MOOETH B KOJOHUSAX THUIPOUI-
HbIX ToJumoB (puc. 129, A). B ux pacTymmx BepXylIKax KJIETOUYHbIE IeJIEHUsI BOOO-
II€ OTCYTCTBYIOT: I€JICHUS IPOTEKAIOT B O0JIee MPOKCUMANBHBIX OT/eNaX KOJIOHUH, U
UX MHTEHCUBHOCTb TaKOBA, YTO OHU HE MOTYT 00ECIEeUUTh TaKoe MPUOABICHUE KIIe-
TOYHOTO MaTepHalia, KOTOPOE COOTBETCTBOBAJIO Obl HaOIIOaeMOIl CKOPOCTH pOCTa
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Bepxymiek. boiee Toro, BepxyIka pactér (a TouHee, MPOJABUTACTCS B MPOCTPAHCTBE,
3aKOHOMEPHO U3MEHssA CBOIO (JOPMY M B KOHIIE KOHIIOB (DOPMUPYS THAPAHT), JaxKe
OyIly4u OTpe3aHHOM OT 30HBI KJIETOUHOTO pazMHoxkeHus (puc. 129, b). E€ poct ocy-
IIECTBIISICTCS MyTEM TIOCIEIOBATENBHBIX MYJIbCAMA, KaKaas ¢ TIEpUOJOM B He-
CKOJIbKO MHHYT. [lynbcamum conpspKeHbl ¢ TepUOAUYSCKUMHA U3MEHCHHUSIMA OPHCH-
TaIlUU KJIETOK: KJIETKA BEPXYIICYHOW 30HBI TO COTJIACOBAHHO MOBOPAYHUBAIOTCS CBO-
UMHU 0a3aJIbHBIMH KOHIIAMH BBEPX, BBITITUMBAS BEPXYIIKY, TO OMYCKAIOTCS BHU3 Oa-
3aJIbHBIMU KOHITAMH, HO OBICTPO TPOITOJI3asi BBEPX HA PACCTOSIHHE B HECKOJIBKO MHUK-
POH CBOMMU alMKAIbHBIMUA KOHIIAMH. CKOPOCTh ATOTO TEPEIBIKCHHS — Topsaka 1
MKM/c. X0Ts B mociiefHel (haze moOer HECKOJIBKO YKOPaunBaeTCs, HO YacTh JOCTHUT-
HYTOTO Ha MpeabIayIel ¢Gaze mpupocTa COXpaHsIEeTCs, TaK Kak Ha BEPXYIIKE modera
BCE BpEMs BBIICIISCTCS 3aCTHIBAIOIINN BITOCIICICTBUH HAPYKHBIN CKEJIET — MeprcapK
(puc. 129, A, nic). OH PukcupyeT 4acTh JOCTUTHYTOTO MPUPOCTA U CIIYKHUT OMOPOM

AJI1 BCPXYIICYHBIX KJICTOK.
N
}
N 7o
)

Puc. 129. [1ynbcaninoHHbIN TUHEHHBIA POCT Y THIPOUIHBIX NoiumnoB (mo: benoycos, 2005): A —
o0IIMi BUJ y4acTKa KOJIOHUM; yHKTHUPOM OTMEUEHBI 30HbI MPOJIU(epaliHOHHON aKTUBHOCTH, pac-
MIOJIOKEHHBIE MTPOKCUMAIIbHEE pacTyIel BepXyIkn; b — oTpesanHas BepXyIika mpoaoinKaeT mpo-
JIBUTAThCsI B HAIIPABJICHUHU POCTA, CTPOUT «UEXJIMK» U3 Mepucapka (1c) ¥ ruipant; B — TunuuHbIN

rpad¥K MyTbCAIMOHHOTO POCTa (TOPU30HTAIBHAS OCh — BPEMsI, MUH, BEPTUKAJIbHAsI OCh — JUTHHA

nobGera, MkM); I' — cxeMbl H3MEHEHHH KJIETOYHOM OpUEHTALMH U CABUTOB 0a3albHBIX U alMKallb-
HBIX KOH/IOB KJIETOK Ha pa3HbIX (a3zax Mmysibcalui

[TynbcaiMOHHBIH POCT — JOBOJBHO pacmpocTpaHeHHoe sBieHne. OH Takke
OMHCaH y TYOOK, 3apOJIbIIIeH pbIO, y KPAaCHBIX M OYPHIX BOJIOPOCTEH.

Takast ke HE3aBHUCHUMOCTh POCTa OT PAa3MHOXKEHHUS KIJIETOK MPHCYIA BOJOCS-
HBIM 3a4aTKaM: BOJIOC BBIJIBUTAETCS U3 CBOETO BJIArajuIlla C MOCTOSHHON CKOPOCTHIO,
HE3aBUCUMOM OT HAJIMYUS WJIA TeMIa KJIETOYHOTO Pa3MHOXKEHHS B €r0 OCHOBAHHH.
NMeHHO 1OATOMY TOCJI€ CHIIBHOTO OOTydeHUs, yOUBAIOMIETO AENSIHUECs KISTKU, aB-
TOMATUYECKU BBIJIBUTAIONINECS HAPYKY BOJIOCHI BBITIANa0T. BeposTHO, Takoil ke He-
3aBUCUMOCTBIO OT KJICTOYHOTO Pa3MHOXEHHUS XapaKTePU3YeTCs POCT IPYTHUX DITHU-
JIEPMAaJIBHBIX MPOU3BOIHBIX — MEPbEB, Yelryi, 3y0oB. Hy»HO OTMETHUTh, 4TO MHTCH-
CHUBHOCTH BBIOpPOCa B KPOBSHOE PYyCJIO M3 KOCTHOTO MO3ra C(POPMHUPOBAHHBIX TaM
KJIETOK KPOBH TaK)K€ HE 3aBUCHUT OT TeMIIa MPpoJiudepaliy CTBOJIOBBIX KIETOK.
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2.2.3. AiomMeTpuyeckuii pocT

[IpenmiecTBYONMME YPaBHEHUSMHU OIKCBHIBAETCS POCT OpPraHU3Ma B IIEJIOM,
T. €. pOCT pacCMaTpPUBACTCSI KaK YUCTO CKAIAPHbILU TIPOLIECC.

OnHako peasbHO POCT MPOCMPAHCMBEHHO OpP2AHU306aH, T. €. pa3HbIe YacTH
OpraHu3Ma pacTyT C Pa3HOH CKOPOCTHIO, B PE3YJIbTAaTE YETO MU3MEHSIOTCS €ro npo-
nopyuu. VI 3T1 U3BMEHEHHSI CTPOTO KOOPIMHUPOBAHBI.

KakoBa Obl HU Oblia mpupoga 3TOW KOOpAMHAIUH, (HOpPMaJbHO B KauecTBE
dakTopa, OMpeeNonero pa3Mepsl YaCTH, MBI MOKEM paccMaTpUBaTh OOIIHE pa3-
MEpbl OpraHu3Ma, T. €. pacCMaTpUBaTh POCT KaKOW-TMOO YacTU OTHOCHUTEIHHO IO-
CJIETHUX.

Ecnu 3aBucuMOCTb YacTelt Teia OT OOIIMX pa3MepoB OpraHu3Ma OYEBH]IHA, TO
¢popma 3TO¥ 3aBHCUMOCTH @ PriOri HempeacKazyema.

Wtak, Hy’KHO NPOCIEAUTD U3MEHEeHUe NPonopyull Teja B MPOIECCe OHTOIeHEe3a.
Taxkue uccnenoBaHusi MPOBOIAT, NMPEACTABIAA pazmepHylo xapakmepucmuky (Bec,
JUHENHBIE pa3Mepbl) YacTu Kak QYHKIUIO 0Owux pazmepos npyroi yactu. Habmro-
JaeMble MPU 3TOM U3MEHEHUS aHATM3UPYEMOM pa3MepHON XapaKTEpUCTHUKU Ha3bIBa-
10T OMHOCUMENbHBIM, WIN AIOMempu4eckyuM, pPOCTOM YacTH Teja.

VYpaBHEHHE aTNIOMETPUUECKOTO MYJIBTUIUIMKATUBHOTO POCTA MOXET OBITH BbI-
BEJICHO CJIEYIOIIUM 00pazoM.

Hanumewm ypaBaenue bponu it oqHoi pa3mepHoi xapaktepuctuku (1) u s
apyroi (2):

By x (Du %z Ky (2).

dt

Jenum ypaBHeHue (2) Ha ypaBHeHHeE (1); Ipu 3TOM t COKpaIlaeTcs:
& _ky
dx Kk, X

k
OG603HauKB k_2 kak K, momyuaem
1
d
9@ _Y
dx X
WUnu B unmeepanvrotl no2apu@muyeckou 1 nomernyuposantot GopMax moiy-
yaeM Tak Ha3biBaeMoe ypaBHenue Jx. ['exciu (1887—-1975):

Iny =kInx+Inb y = bx*

InY

o

\

In X
Puc. 130. I'paguxIny =kInx+Inb
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k — Tak Ha3pIBaeMbIil k0o duyuenm arromempuu. OH UMeeT YETKYIO UHTEP-
NpeTaluio Kak TaHreHC yria (e« ) HakiIoHa K ocu abcuucc. Kak BUIHO U3 rpaduka
(puc. 130), B cirydae MOJIOKUTEIBHOM aJULIOMETPUU Lo > 45

B CJIy4ae OTPUIIATEILHON AITIOMETPUN £ < 45
U B Cllydae U30METpUU Lo =45

JIuHENHOCTh AINTIOMETPUUYECKUX COOTHOUICHUHN BBIICPKUBAETCA B BEChbMa IIIH-
pokux npenenax. OHa coOro1aeTcs He TOJIBKO MPU KAaKOH-TO OJTHON OTHOCUTEIHHOM
a0COJIIOTHOM CKOPOCTH POCTA, HO U MPH JIFOOBIX HE3AaKOHOMEPHBIX €€ BapHallusX.

AJIOMeTpUYecKre COOTHOIICHUS MPUIIOKUMBI HE TOJIBKO K 8ecy, HO U K pa3z-
MepHbIM TIOKA3aTeIISIM.

[TocrostHcTBO K BBIIEpKMBaeTCsl OOBIYHO BEChMa TOYHO HA JOCTATOYHO JUIH-
TEJIbHBIX OTpe3Kax pa3BuTus: paznuuus nopsaka 0,01 — yxxe ycroluuBble, reHETHYE-
CKU JIETEPMUHUPOBAHHBIE PACOBBIE WJIH BUIOBBIEC IPU3HAKH.

Takum oOpaszoM, aniomempuyeckuii pocm — 0OHO U3 OCHOBHBIX CPEOCm8 00-
cmudiceHus udocneyuguuHocmu hopmoi.

OauH 0COOEHHO MHTEPECHBIN MPUMEP AIUTOMETPHUH B XOJI€ PAa3BUTHUS 00Cykaa-
ercst ['excnu B 1932 r. Y HEKOTOPHIX BUJIOB MypaBbEB pabourie 0cOOU MOIUMOPQHBI,
MIPUYEM CaMble KpPYNHbIE padoune, y KOTOPBIX TOJIOBBI M YEIIOCTH YPE3MEPHO BEJH-
KU, BBIMOJHAIOT GYyHKIUU coiaar. Takoit psya pabounx ocoOeil n3o0pakeH Ha puc.
131, roe npuBeAEH Takxke rpaduk OTHOLIEHUS pa3Mepa TOoJIOBbI (X) K pa3MepaM Ty-
joBuiia (y) s pabounx ocobei ogHOro BHa. B mpemenax BHIa 3TH OTHOIICHHS
JUIsE 0cO0€M pas3IMYHBIX Pa3MEpPOB YKIIAJBIBAIOTCS B OJIHY QJUNIOMETPUUECKYIO KpH-
BYI0. DTO O3HAYaET, UTO, XOTs 00Jiee KPYIHbIE OCOOU BHITJISIISAT MHAUE, YEM MEJIKUE,
M3-32 CBOMX OTPOMHBIX T'0JIOB M YEIIIOCTEH, BECh 3TOT P B 1IEJIOM OTPaXaeT MpOsiB-
JIEHUE OJIHOTO T€HETHUYECKH IETEPMUHAPOBAHHOTO 3aKOHA POCTA.

50
40 1

30 4

20 4

-y
o
L

WwpHHa ronossl

L4 ]
S

1 5 10 20 30 40 50
WnpwHa Bpeowka
Puc. 13 1 . A.TI.TIOMCTpI/ILICCKaH 3aBUCUMOCTDb MCXKAY pasMEpaMu I'OJIOBBI U TCJIa Y MypPaBbA Pheid()le

instabilis (mo: Huxley, 1932; ¢ u3sMeHeHUsAMH)
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buonorndyeckuii CMBICT aTIOMETPUYECKOTO pocTa (T. €. CMBICI W3MEHEHUS
MPOMOPIIMI B XOJI€ OHTOTCHE3a) 3aKIIF0UAETCS B CICIYIOIIEM: OPTraHU3My B XOJIe PO-
CTa HY)KHO COXPaHUTh HE TE€OMETPUIECKOE, a usuueckoe mMogooue, B YaCTHOCTH, HE
MPEBBIIATH OMPECIEHHBIX COOTHOIICHUH MacChl Tella U pa3MEepOB OMOPHBIX U JBH-
raTejabHbIX OpraHoB (puc. 132).

DTO MOHATHO M3 CIEAYIOUIETO MpUMEpa: C POCTOM Tejla Macca BO3pPacTaeT B
3-if CTemeHu, a CeueHUe KOCTel — JUIIb BO 2-i; ClIe0BaTeIbHO, YTOOBI BhIIECPKATh
Harpy3Ky pacTyIleid Macchl Tella, KOCTH JOJDKHBI PACTH HEMPOIIOPIHOHAIBEHO OBICT-
po: ecnu Y — nuaMeTp KOCTH, TO X JOJKHO OBITh Oombiie 1. B mpoTuBHOM citydae Ko-

CTH ITPOCTO CIIOMAIOTCA.

8 12 16 Pompenune 2 5 15 Bapocnan

Puc. 132. Annomerpust y uenoseka (mo: Moore, 1983): rooBa 3apopliiiia OTHOCUTEIBHO BEIHKA, IO
CPaBHEHHIO C OCTAIBHBIM OPTaHU3MOM; B IIOCTIMOPHUOHAIBHBIN MEPUOJT TOJIOBA PACTET MEUICHHEE,
4YeM TYJIOBUILE, PYKH U HOTH

Annomempus akkpeyuoHHo2o pocma. AJIIOMETPUYECKUE YPaBHEHUS I aK-
KPELMOHHOTO POCTa BBIBOJSATCS aHAJIOTUYHO TOMY, KaK 3TO ObUIO CIEIaHO ISl MYJIb-
TUIUIMKATUBHOTO POCTA.

B34B 32 0CHOBY IPUBEIEHHOE BBIIIE YPABHEHUE aKKPELMOHHOTO POCTA:

dw
W — Ry
nojiyyaem x = Ky,
I7Ie X U Y ONATh-TaKH MOTYT OBITh Pa3HbIMH BEJIMYMHAMH, B TOM YHCJIE pa3Mepamu
OJIHOTO 3a4aTKa B PA3JIMYHBIX HaNpaBJeHUAX. 3 MOIydeHHOTO ypaBHEHHUs CIIEIYET,
YTO NPHU AKKPEIIMOHHOM pOCTE (B MPOTHUBOIOJIOKHOCTh MYJIbTUILIMKATUBHOMY) CO-
XpaHsieTcsi reomerpuyeckoe nogodue. [lpumMepom MOKET CIAYKUTh POCT KOHUYECKHUX
PAKOBUH WJIU POTOB.

boiiee cnoxHBIM Cilydyall aKKpELIMOHHOI'O POCTa — POCT CIUPAIBHO 3aKPyUEH-

HBIX PAKOBUH OPIOXOHOTMX MOJUTIOCKOB. ET0 MOKHO Tak»e OnucaTh ypaBHEHUEM
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dw
dt
HaIpaBJICHUE BJIOJIb TOBEPXHOCTH PaKOBUHBI (TaHTeHIIMaNbHOe). Toraa dX = dR,
a 17151 J1I000M crivpaliv JIEMEHT €€ TyTu
dy=R cda,
I7le 0— LEHTPaJbHBIA YIroJ JaHHOTO 3jeMeHTa Iyru. [loncTaBisis MoJydeHHbIE BbI-

pakeHHUs B UCXOJHOE YpaBHEHUE, UMEEM
dR=kR cd a,

= k , IPUHSB 3a X HampaBjeHue paauyca R cnupanu, a 3a y —

WIN B UHTETpaIbHOM (popMe
In R=k a.

OTO0 — HMIMPOKO M3BECTHOE YPaBHEHHE JIOTAPU(PMHUUYECKON CIUPATU, KOTOPOE
OTHUCHIBAET POPMY MHOTUX pakOBUH. B cimyyae oO0beMHBIX (TypOOCHUpPANTBHBIX) pa-
KOBHH HCXOJHO€ ypaBHEHHE HAI0 HamucaTh IJIs KaXKJOT0 H3MEPEHUs OTHEIBHO,
npu4eM UxX Ko3(PUIIMEHTHI B 0011IEM cilydyae Oy1yT HEOIUHAKOBBIMH.

2.2.3.1. I'paaueHTsl pocta

Ecau ¢opmynoit I'ekcim onucath pocT OTAEIBHBIX YacTe OpraHa WjIu 4acTei
OpraHm3Ma, 4acTo 3HaudeHHus K o0pasyioT pacnpedenenue ¢ OJHUM MaKCUMyMOM
(«uenTp poctay). Tak, y koHeuHocTH Kpaba K mpokcumanbHOro KoHia paBHo 0,9,
cepenunHoi yact — 1,0, nucransHoro konna — 1,05, T. €. pocT ycunuBaeTcs B IpOK-
CUMAaJIbHO-TUCTAILHOM HAMpaBIEHUU. Y OBIIbI — HAOOOPOT U T. 1.

Takum oOpa3zoM, HEpeaKO HAOIIOIAETCS TaK Ha3bIBAEMBIN «2padueHm pocma.
OH oT™MeYaeTcs U JJIs BCErO Tella )KUBOTHOTO: HAIIPUMeEP, Y J)KyKa-oJIeHs K MaHIuOyI
cocraBisieT 2,4, thorax — 10; ciemoBaTelIbHO, B JIAHHOM Cllydae UMEET MECTO Iie-
peIHe-3aIHUI TPAJAUEHT POCTA.

Mopaudukanuu rpagueHTOB pOoCTa TaKXKe MPEACTaBISIOT COO0O0M pacmpocTpa-
HEHHBIN CNOCO0 BUIOBBIX M3MEHEHUH (OpMbI. 31€Ch MOXKHO pa3ivyaTh JBa THUIIA
W3MEHEHU.

1) IMepBbIit COCTOUT B YCHIICHUH WA OCJIA0JICHUH TPaJUEHTOB 0€3 M3MEHEHUS
MX HaIpaBJICHHUS.

2) BTtopoii MoXeT ObITh CBSI3aH ¢ U3MEHEHUSMHU HAIPaBJICHUH POCTOBBIX Ipa-
JTUEHTOB MyTEM MOCTENEHHBIX M IEJOCTHBIX TPeo0pa3oBaHui, KOTOPhIE HA3bIBAIOTCS
B TOTIOJIOTUU 20MEOMOPPHBIMU.

[lepBbIii crioco0 SICHO TIPOCTEKUBACTCS, HAMIPUMEP, HA KOHEUYHOCTSX IO3BO-
HOYHBIX. DBOJIIOIMOHHBIC PSbI, BeAyIIHe K (HOPMUPOBAHUIO KOHEYHOCTH HETAPHO-
KOTIBITHBIX, PYKOKPBUIBIX WJIM MPUMATOB, MOTYT OBITh MPEJICTABJICHBI KaK TJIaBHBIC
M3MEHEHHS TPAJMEHTOB pocTa 0e3 mepecTpoek ero ocHoBbl. CpaBHEHUE Pa3BUTHUS
KOHEUYHOCTEW 00e3bsHbl U YeJIOBEKa MOKa3aJlo, YTO COXPAaHSAETCS U «BPEMEHHOU pH-
CYHOK» pOCTa: YCUJICHUS U 3aMEIIJICHUSI pOCTA MIPUXOAATCS HAa OJIMHAKOBBIE MEPHUOIbI
pa3BUTHS, HO UMEIOT Y Pa3HbIX BUJIOB HEOJUHAKOBYIO UHTEHCUBHOCTb.

Ha menoctHpie HenpephIBHBIC NMPE0Opa30BaHMs POCTOBBIX I'PaJMEHTOB KaK Ha
croco0 sBosroruu hopm obparun Buumanue JI’Apcu Tommcon (1860-1945). On
MPUMEHWIT JIJISl KX OMHMCAHUS METOJ| «TpaHchopMariii KoopAuHaTy. Eciu HamoxXuTh
Ha KOHTYP IEJIOT0 KUBOTHOTO WJIM KaKOTO-TMO0 opraHa MpSMOYTOJIBHYIO CETKY KO-
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OpIWHAT, a TOTOM TOJIBEpraTh €€ JOCTATOYHO MPOCTHIM HEMPEPHIBHBIM JehopMariu-
M (PacTsHKEHUIO, CHKATUI0, CKOCY), TO, 3apUCOBAB TOT k€ KOHTYP B JAeOpMUPOBaH-
HOM KOOpPJIMHATHOM CETKE, MOKHO IMOJIYYUTh peasibHble (POPMBI BUIOB, POJCTBEHHBIX
ucxoauomy (puc. 133).

/] N

=y
B

Puc. 133. U3menenus obuieii GpopMbl Tela y HEKOTOPBIX paBHOHOTUX paukoB (mo: Thompson,
1961): A — Bug m300pakéH B IPSIMOYTOJILHOM cucteMe koopauHat; b u B — nepopmanmst coorBet-
CTBYIOIIMX PEMIETOK JUISL IBYX IPYTUX BHJIOB MIUTIOCTPUPYET U3MEHEHUS TIPOMOPINiA
B IIPOIIECCE SBOIONINAN

HetpynHno yoenuThscsi B TOM, 4TO Takue TpaHCcPopMaluu KOOPJIUHAT BhIpaKa-
10T TUIaBHBIC YCUJICHHS WM ocliabneHus pocra. [IpaBma, mo HUM HE BCeTZa MOXKHO
CYIIUTh, KaKue TapaMeTPhl POCTOBBIX MPOIIECCOB MEHSIOTCS OT BHa K BHIy. Kpome
TOr'0, HETPUBUAIBHBIN CMBICI UMEIOT JIMIIIb «JIOCTAaTOYHO MPOCTHIE» IpeoOpas3oBa-
HUSI, @ KPUTEPUN MPOCTOTHI TPYAHO CHOPMYIUPOBATH B CTporou gopme. DT mo-
CTPOCHHSI KpacuBbl, HO HeoOxoauMa el OosbInas padoTa JJis MIOHUMaHUS TOTO, Ka-
KM€ 3aKOHBbl OHM BBIPAKAIOT M KAKOTO0 pa3Mepa CUCTEMaTUYeCKHE TPYIIBI MOTYT
OBITh OXBAY€HBI THUMH 3aKOHAMU.

182



2.2.4. KondgopMHblii pocT

[TpunokeHne K aHaTU3y POCTOBBIX MPOIIECCOB METOa TpaHCHOpPMaLIUU KOOP-
JMHAT TO3BOJIMJIO BBIBUTH €IIE€ OJMH CBOEOOpa3HBbIM TUI POCTA, NOIYUHSIIOLIUICS
3aKOHaM KOH()OPMHOI CUMMETPHH.

OCHOBHasl 3aKOHOMEPHOCTh KOH(OPMHBIX MPEOOPA30BaHUN COCTOUT B TOM,
YTO MPHU HUX KAXKIBIA JOCTATOYHO MAJIBII JIEMEHT Tela COXPAHSIET Fre€OMETPUIECKOE
nogo0ue, B TO BpeMs Kak (popma Bcero Tejia U3MEHsETCs, T.€. 3TO M0100Ke yTpayu-
BaeT. ['0BOPAT MO3TOMY, UTO NMPU KOH(POPMHBIX IIPEOOPA30BAHUAX COXPAHAETCS IO-
no0ue «B MaJioM», HO yTpadyuBaeTCs Mo100me «B 0onbiiom». Ecim n300pa3uTh KOH-
(GOpMHBII pOCT B cucTeMe TPAaHCPOPMHUPYIOIINXCA KOOPAUHAT, TO YIJIBI MEXIY KO-
OPAMHATHBIMH JUHHUSAMH MPH BCEX TpaHCHOPMALUAX OCTAHYTCS TEMH KE CaMbIMH,
Hanpumep npsimeiMu. 13 puc. 134 BuaHO, 4TO KOH(GOPMHBII POCT HEOOXOAUMO CBSI-
3aH C HAJMYHUEM POCTOBBIX IpaaueHTOB. C coOmrogeHneM KOH()DOPMHOCTH PacTeT
MHOKECTBO PA3JIMYHBIX OPraHU3MOB M 3a4aTKOB — OT IUIOAOBOIO Tejla TPUOOB /10 ye-
pena yenoeka. [lo-BuguMomy, KOHHOPMHOCTh 00YCIOBIIEHA HAIMYUEM B PACTYILIUX
OpraHM3Max HEKOTOPOI'0 JOCTATOYHO IPOYHOIO OCTOBA, OTAEIBHBIEC 3BEHbS KOTOPOIO
MOTYT PACTITUBATBCS, HO YIJIbl MKy 3BEHbSIMU — COXPAHATH NIPEKHNE 3HAUCHUS.

y A Y
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Puc. 134. KonpopmHo-reomeTpudeckas MoJienb peodpa3zoBaHuil GopMbl uepena yesoBeka (Io:
[Teryxos, 1981): A — B3pocnoro, b — 5-nernero, B — HoBopoxxaenHoro. Buano, uro pocr (B
HarpaBieHHH B—A) uaét ¢ coxpaHeHHEM MOCTOSIHCTBA MPSIMBIX YIIIOB M IPH HATMYHUU TPAJAUCHTA
POCTa, MaaoIEero OT JUIEBOH YaCTH K 3aTBUIOYHOMN

2.2.5. KomneHcanMoHHbIii pocT

Poct KMBOTHOrO B TE€UYEHHUE >KU3HU HEMOCTOsSHEH. [IpuBenéHHbIe ypaBHEHUS
BEChMa MPHUOIU3UTEIIBHBI, B TOM YUCJIE OHU HE YYMUTHIBAIOT, HANPUMEP, CE30HHBIC
M3MEHEHHS POCTa, €r0 3aBUCUMOCTh OT (DAKTOPOB BHEIIHEHW Cpelibl — aOMOTHYECKUX
(Temrmiepatypa, CBET, BJIaXKHOCTb, COJEHOCTD U JIp.), OMOTUYECKHUX (YUCIIO ACTEHBIMICH
B BBIBOJIKE, TIJIOTHOCTh MOMYJISIINHN, KOHIIEHTPALIUK META0O0JIMTOB H T. I1.).

JeiicTBue 3TuX QakTOpoB HEPEAKO 3amedasem pocT. OAHAKO MPHU 3TOM HYKHO
OTMETHTb, UTO TIOCJIC TOTO, KaK YCJIOBHSI BHOBb CTaHYT OJaronpusTHBIMH, POCT YCKO-
psemcs gvlule 00bIYHO20, U, TAKUM 00pa3zoM, «IehUIUT» POCcTa KOMIIEHCUPYETCS —
HUMEET MECTO «KOMHEHCAYUOHHbIU pocmy. biaroaapst 5ToMy OpraHu3M, HECMOTpPS Ha
HECTAOWJIBHOCTD JICWCTBHS BHEIIHEH Cpebl, CTPEMUTCS NOCTUTHYTh HEKUX Onmu-
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ManbHbIX I HETO pa3MepoB. To ecTh popMUpOBaHUE KOJMYECTBEHHBIX XapaKTepu-
CTUK OpraHu3ma, TaK k€ Kak U KaueCTBEHHbIX, — 9K8UPDUHAILHO.

2.3. CAMOOPI'AHM3ALIMA OPTTAHU3MA 1 MOPOOI'EHE3

B OGuosioruu pa3BuTusi TpaAUIIMOHHO MPEO0IaIaloT AaHATIMTUYECKHUE MOAXOIbI.
X cyTh — pasioxkeHue Mpolecca pa3BUTUsI OPraHW3Ma Ha OTACJIbHBIE ClIaracMble.
OTH NOJUMHEHHBIE MPOLECCHI MOTYT MNPOTEKATh B IpejAesiax BecbMa MaibIx (10
CPaBHEHUIO C IEJIbIM OpPraHU3MOM) OOpa3oBaHUN — KIIETOK, HAJAMOJICKYJISIPHBIX
CTPYKTYp U, HAaKOHEL, MOJIEKYJI. B ux n3ydyeHnu AOoCTUrHYTHI Oonblune ycnexu. Op-
HAKO BCTAET BOIMPOC: MOKHO JIM, U3yYHUB IO OTAEIBHOCTU JAXKE€ BCE CYIIECTBEHHBIC
MUKPOITPOLIECCHI, BOCCO3/AAaTh HA UX OCHOBE XOJ1 Pa3BUTHS 1IEJIOr0 OpraHu3ma?

Ecnu nmocnenoBarenbHO pyKOBOACTBOBATHCA CYTy0O aHAMTUYECKUM MPUHIIN-
IIOM, TO MOKHO IPUNTHU K BBIBOAY, YTO OHTOTEHE3 — HE PEaIbHbIN CIOKHBINU, HO eou-
Hbll npoyecc, a He 0oJiee YeM snughenomen, Ha CaMOM JIeJie TIPEICTABIISIONIMN cO00i
JMIIb CYyMMY, LEIb MOCIEN0BATENbHOCTh omoenbHblx TporieccoB. Wnu ke npu aHa-
JUTUYECKOM HCCIIEOBAHUM U3 TOJISl 3pE€HUS YCKOJIb3al0T HEKOTOPhIE BaXKHbIE (haKTO-
PBl, THTETPUPYIOIIHAE 3TH MUKPOIPOLIECCH BOSAUHO U JENAKOLINE BO3MOKHBIM Opra-
HU30BAHHOE pa3BUTHE?

CylecTByeT MHOTO JaHHBIX, TOKA3bIBAIOLIUX, YTO (DAKTOPHI LIEIOCTHOTO KOH-
TPOJIA HaJ XOJOM pa3BUTHUS CYIIECTBYIOT OOBEKTMBHO. BCOMHHMM BakHeWlne U3
HUX.

1. Pa3BuTHe Ha ypOBHE ILI€JIOr0 OpraHM3Ma WM JOCTATOYHO KPYIHBIX €ro Co-
CTaBHBIX YacTeil (3a4aTKOB OPraHOB) MPOUCXOJUT BECbMA YIOPSAIOYEHHO, HECMOTPS
Ha TO, YTO CJIArarollMe €ro MUKPOMIPOLECCHI, KaK MPaBUJIO, TAKOW yNOPSI0YEHHO-
CTBIO HE 00J1aJ1al0T U MOTYT COBEPIIATh «OIIMOKW». TO €CTh HATMYECTBYET MAaKpOIIO-
PAIOK B Pa3BUTHH IIPU BO3MOXXHOM OTCYTCTBUU MUKPOIOPSJIKA.

2. Kak moka3pIBaeT CpaBHUTENIbHAS dYMOPHUOJIOTHS, OCOOM PA3IUYHBIX U JIaXKe
CUCTEMATUYECKN YAAIEHHBIX JIPYr OT JAPYyra BUJIOB C 3aBEJOMO Pa3IMYaIOIIAMHUCS
reHoMaMu 00JIaJJaloT, €CJIM OHU OTHOCATCA K OJHOMY M TOMY K€ THIly, Ba>KHBIMH
CXOJHBIMHM YEPTAMH B XOJI€ PAa3BUTHUS U B BO3HUKAIOLIEM Ha €r0 OCHOBE IIJIaHE CTPO-
eHusl. DTa OOIIHOCTh HAa MAaKPOYPOBHE MPHU 3aBEIOMO PA3IUYHbIX FTEHOMAaX U KOHTPO-
JUPYEMBIX UMH MUKPOIIPOLIECCAX — €IIE OAMH JT0BOJ B NOJIb3Y LIEIOCTHOTO KOHTPOJISA
pa3BUTHSL.

3. Myrtanuu, BIMSIOIIME HAa Pa3BUTUE TEX WM HHBIX MOP(OIOTrHYECKUX
CTPYKTYp, OCTaBIIIIOT HE3bIOJIEMbIM HEKOTOPBIA OOIIMIA 1Ji1s1 BCel NaHHOW cucTeMa-
THYECKOMN TPYNIIbl NIaH cmpoeHus Wi nammepH. MOXHO UCKIIIOUUTh OJTHO U3 3BE-
HbEB IpenarTepHa (HarnpuMep, NOJyUYUTh MyTalui0 OECKPbUIBIX MyX WJIM MYX C aH-
TEHHaMHM Ha MECTE HOT — TaK Ha3bIBAEMbIE FOMEO3UCHBIE MYTallUM), HO HE yAaETCs
MCKa3UTh CaM MPENATTepH, T. €. U3MEHUTh, HAIIPUMEDP, OTHOCUTEIBHBIC MOJOKEHHUS
Pa3BUBAIOIINXCS CTPYKTYD.

4. HauOosee sapKoe U MpsiMOE JT0Ka3aTeIbCTBO IEIOCTHOTO KOHTPOJISI — SMOpH-
OHAJIbHBIE PErYJSIUUU U CBS3aHHBIE C HUMM SIBJIEHUS — HalpuUMep, pereHepaunu. To
€CTb MPOUCXOIUT 00pa30BaHUE OJHHUX U T€X K€ LIEJTOCTHBIX CTPYKTYP U3 PAa3HOTO M-
OpHOHAIBHOTO MaTepraia Win C y4acTHEM Pa3IMYHbIX IPOMEKYTOUHBIX MTPOLIECCOB.
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[IpenmectBytoiue raaBbl (PAKTUUECKH HCUYEPIIBIBAIOT COOOM TpaaUIIMOHHBIN
Kypc 3MOpPHOJIOTHUU. BbUIO paccMOTPEHO MHOKECTBO IMPOLIECCOB Pa3BUTHSI, MPUUEM
HE TOJIBKO HAa YPOBHE KJIETOK M TKAHEH, HO U HAa MOJIEKYJIIpHOM. TeM He MEHEee MOXK-
HO JIM CYUTATh, UTO U3JI0KEHHBIEC JTAHHBIE MTO3BOJISIIOT OTBETUTH HA OCHOBHOM BOIIPOC
AMOPHOJIOTHU: nOYeMY 8 X00e pa3sumusi NPOUCX0O0Um 3aKOHOMEPHAsSL CMEHA opM U
cmpykmyp?

HecmoTpss Ha OrpoMHBIN TpOrpecc, JTOCTUTHYTHIM COBPEMEHHON OMOJIOTHEH
Pa3BUTHs, HA 3TOT BOIPOC MPUXOJUTCS OTBETUTH OTpUUaTenbHo. M nemo 31eck He B
HejocTaTke (hakTHuecKoro Matepuaina. YToObl MpaBUIBLHO MOHITH CUTYAIUIO, CIIETY-
€T OOpaTUTHCS K BOIIPOCAM METOIOJIOTHH.

J1eno B TOM, YTO BILIOTH O CETOJHSIIHETO JHA OYEHb MHOTHE UCCIIE0BATEIH,
Jake He OT/AaBasi cede B 3TOM OTUETa, MPOJOJIKAIOT MPUACPKUBATHCS METOA0TIOTHH
JAIJTACOBCKOTO JIETEPMUHU3MA M COOTBETCTBEHHO penyKuuoHusma. lloapasymena-
JIOCh, YTO PacUICHEHHUE IMpoliecca pa3BUTHA BCE Ooiiee MpUOIMKAEeT HaC K TOMY, UTO
HAaOOp CTPYKTYp M HIPOLECCOB KaXJ0H Npeaplaymied craaud OyAeT OAHO3HAYHO
OTpeeNsATh Habop, XapaKTEepHbIN AJIs OCTIEAYIOLIEH CTaIuu.

Bckope, ogHako, BBISICHSAIOCH (M B ’TOM COCTOUT OJIHA U3 IJIaBHBIX M TBEPIO
YCTAHOBJICHHBIX 3aKOHOMEPHOCTEN pa3BUTHUSI OPraHU3MOB), YTO CTPYKTypa KaxKI0i
IIOCIIEAYIOUIEH CTAIMU Pa3BUTUS CIIOKHEE U ONPEACIIEHHEE CTPYKTYPBI IIpEAbIIyIIEn
craauu. VHBIMH cllOBaMu, pa3BUTUE HEU30EKHO CBSI3aHO C CaMOYCIIOKHEHHEM (a
MHOTJIa C MEPEX0JIoM BapuabeIbHOCTH B 3KBU(PHHAIBHOCTH). MIMEHHO caMOyClIOX-
HEHUE M SKBU(UHAIBHOCTh JTEMOHCTPUPYIOT OTCYTCTBUE OJTHO3HAYHOM NMPUUYUHHOU
CBSI3M MEXKIY MPEABbIIYIIEH U MOCICIYIOMIEH CTaAUIMU OHTOreHEe3a. A 3HAYUT, HUKA-
Kas JeTaau3alys Halllero aHajin3a He MPUOIU3UT HAaC K €€ 0OHAPYKEHHUIO.

['maBHast 0COOEHHOCTh Pa3BUTHUSL OpraHrM3Ma — caMOOpraHu3alus, T. €. pa3Bu-
THe 0e3 BHEIIHEro ynpasieHus. OJJHaKO U3 3TOro HE CIEAYET, YTO 3Ta OCOOEHHOCTh
YHUKaJIbHAS JUIsl J)KU3HU. B HacTosiiee BpeMsi U3BECTHHI M UHbBIC, HE OMOJIOTHYECKUE
caMoopranusyrouiecss cuctemsl. CiieJoBaTeNIbHO, 3TO SIBJIEHUE BBIXOIWUT 33 PAMKHU
COOCTBEHHO OMOJIOTUH U €T0 HCccleoBaHre TpeOyeT 6oJiee YHUBEPCAIbHOIO HAyYHO-
ro anmnapara, 4To Mbl IOIPOOyeM MPOJEMOHCTPUPOBATh B TAaHHOM pa3Jelie.

PaccmaTpuBaeMble gajiee BOIPOCHI — CBOETO poja «OHOJIOTMYECKUN aBaH-
rap», 1Moka J0BOJIbHO Jal€kuil oT BceoOulero mpusHanus. [loka sto — Habop no-
BOJIBHO Pa3HOOOpa3HbIX MOAXO0J0B U METOAOB. [103TOMYy MBI OrpaHUYMMCS U3JI0KE-
HUEM JIMIIb HEKOTOPBIX U3 HUX B KAUECTBE MPUMEPOB TOT0, KaK ATH MPOOJIEMbI MO-
T'yT pemaThbes.

2.3.1. IlapameTpbl MmopdoreHesa

[Tockomnbky nanee OyayT 0OCYXaaThCsi HanboJiee o01Me COOBITHSI OHTOTeHE3A,
00yCITaBIMBAIOIINE BCIO €TO CTPYKTYPY, YTOUHUM €II¢ OJNH ACTICKT.

["oBopst 0 MOpdoTeHe3e, Ha Pa3HBIX CTAAUSIX PA3BUTHS Pa3HBIX OPTAaHU3MOB MBI
OMHCAIA MacCy pPa3HOOOpa3HbIX W3MEHEHWH (OpMBI OpraHu3Ma B IIEJIOM H €ro
cTpyktyp. OgHaKo st pa3roBopa B OOIIMX MOHSATUSX HEOOXOAUMBI M 00IIE KPHUTE-
puu ipeodpazoBaHus HOPMBI.
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TakoBbIMU TOHSATUSIMU SIBJISIIOTCSL KaTeropuu meopuu cummempuu. He nmes
BO3MOXHOCTH H3JlaraTh €€ MOJOKeHUs (IJs 3TOro €CcTh CIeluaibHas JuTeparypa),
OTpaHUYMMCS JIUIIb OOIIUM 3aMEYaHUEM.

['maBHas XapakTepucTUKa CUMMETPUH — €€ NOpsA0OK WA MOWHOCHb. Y BEJIH-
YEHUE MOPsAIKa CUMMETPHUH WIH MOBBIIIEHUE €0 MOIIHOCTH IIPU HEKOTOPBIX U3ME-
HEHUSIX CTPYKTYpbl JAHHOTO TEJla HA3bIBAECTCS cuMMempuzayuel, yMEHbIIECHUE T10-
pSIKa CUMMETPUM WM MOHUKEHUE €r0 MOIIHOCTU — ouccummempusayuetl. Pa3nu-
YaloT T€OMETPUUYECKYIO M TaK HA3bIBAEMYIO «IIBETHYIO» CHUMMETPHU3ALMNIO — JUCCUM-
MeTpu3anuio. IlepBas cBsA3aHa ¢ U3MEHEHHEM ceomempuu Tena, BTOpas — C H3Me-
HEHUSIMUA €T0 @HympeHuell (KauecmeeHHOU) CTPYKTYpHI (Takue W3MEHEHHS YHCTO
YCJIIOBHO 0003HAYAIOT KaK «I[BETHHIEY).

XoTd B XO/€ OHTOTeHEe3a HaOJIIOAAETCs KaK JUCCUMMETpPU3AIIMS, TaK U CUM-
MeTpu3alus (MpUMephl OCIEAHEN — YBEIIMUCHHUE MOPAJIKAa TOBOPOTHOM CUMMETPUU
B paHHEM JpOoOJICHWH, HAIPUMEP, TIPU TMEPEeXoJie OT JABYX K BOCBMU—IIECTHAAIATH
OJlacromepam, WIH K€ TOSIBJICHUE YTPaueHHON paHee pajualibHONM CUMMETPUU TMpHU
MeTraMopdo3e JTUYUHOK HUTIIOKOXKUX), BCE KE 8edyuyro poib 8 OHMmMo2eHe3e uspaem
nociredogamenvhas ouccummempusayus. To, 4TO MBI JI0 CUX MOP HECTPOro, UHTYH-
TUBHO 00O3HAYadu KakK YCJIOKHEHHE OpraHu3allui, B 3HAYUTEIHHOW Mepe €cCTh
MMEHHO JINCCUMETPU3ALIUSL.

OpnHako B KaTErOpHUIO MPOLECCOB YCIOKHEHUSI OPTaHU3allMd BXOJAUT €lIé OHa
rpyIna siBJICHUH, KOTOPYIO YA0OHO ONMUCHIBaTh B TEPMUHAX mononocuu. Peub unét o
MOSIBJICHUHU OCOOBIX TOMOJOTUUECKUX TOUEK, WIIM O HAPYIICHUsIX ToMeoMopdusma.

['omeomop(HBIMU TelaMH B TOINOJOTUM HA3bIBAIOT TAaKWE, KOTOPHIE XOTS U
pa3nuyaroTcsa M0 CBOEW T€OMETPUU, HO MOTYT OBITh MEPEBEAECHBI OJJHO B IPYroe Iy-
TéM IUIaBHBIX Aedopmanuii 6e3 pa3pbiBoB U ckieek. COOTBETCTBEHHO, HAPYIICHUS
romeomMop(dusma — 3TO MOSBJICHUE HOBBIX Pa3pbIBOB U CKJeek. M3 aToro ompenene-
HUS SICHO, YTO, HallpUMeEp, Mepexo] OT OIacTyibl K MO3AHEHN racTpyJie MpeacTaBIIseT
co0Oolt eomeomopuublii npoyecc, a TakKue COOBITHS, KAaK YCTAHOBJIEHHE KOHTaKTa
MEXK]ly MEepEeIHUM KOHIIOM apXEHTEPOHA U CTEHKOW 3apojblllia, MPOPBIB POTOBOIO
OTBEPCTHS, PACWICHEHUE ME30JEPMbl HA COMUTHI, OTIIHYPOBKA XPyCTAIMKOBOM Ijia-
KOJIbI OT SKTOJEPMBI U JIpyTUE, TOJOOHBIC UM, SIBISIOTCS HAPYULEHUAMU 2OMEOMOD-
Quzma.

Teneps MOXXKHO JaTh JOCTATOYHO OOIEe M TOYHOE ompenesieHne MopdoreHe-
TUYECKUM TMpolleccaM CaMOYCJIOKHEHUSI B Pa3BUBAIOIIMXCS OpPraHU3Max: 3TO MPO-
LECChl CaMONPOU3BONbHOU OUCCUMMEMPUSAYUU U HADYULEHUL 20MeOMOphuU3Ma & xo-
oe pazeumuisl.

CoOTBETCTBEHHO MOXHO C(HOPMYIMPOBATh 3aJa4u KCCIeI0BaHUsI MOPQOTeHe-
3a OpraHuMsma:

- KaK TaKue MPOIEeCChl CTAHOBSITCS BO3MOKHBIMU?

- KaKue yCJIOBHUSI, CYIECTBYIOIINE B KUBBIX CUCTEMaX, 00ECIEYNBAIOT UX TPO-
TekaHue?
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2.3.2. Knerounas nu¢¢epeHuupoBka
U CTAHOBJIEHHE MPOCTPAHCTBEHHOI CTPYKTYPbI OPraHu3Ma

Wrak, rnaBHas npobiema, crosiias nepes OMojJoraMu, 3aHUMAOIUMUCS U3Y-
YEHUEM Pa3BUTHS, — OOBICHUTh MEXAHUKY MPOIECCOB, B PE3ybTaTe KOTOPHIX U3 O-
HOKJIETOYHOM 3UTroThl 00paszyercss MOpGOJIOrHUYeCKH MPUHIUMIUAIBLHO Oo0Jiee CII0XK-
HbIII MHOTOKJIETOYHBIN OopraHu3M. C réHeTHYEeCKON TOYKHU 3PEHHUS 3TO BICYET 3a CO-
00l HEOOXOIMMOCTh OOBSICHUTH, KakuM oOpa3zoM 3akogupoBanHas B JIHK omnomep-
Hasl uHGopmayus peann3yercs B mpEXmepHol cmpyKkmype OpraHu3Ma. Pa3Butue
CJIaraeTcs U3 CBSI3aHHBIX MEXY COOOH SIBJICHUI BYX THIIOB:

1) xneTouHoU AUQPHEPEHIUPOBKHU U

2) CTaHOBJICHUSI IPOCTPAHCTBCHHON CTPYKTYPBHI.

OTH /Ba acleKTa OHTOT€HE3a MOXKHO OTACNIUTH APYT OT Apyra U MpOJIEMOH-
CTpUpPOBATh Ha JIOBOJIBHO MPOCTOM mpuMmepe. Eciu mpousBectr OHMOXUMUYECKUN
aHaJIM3 MPaBOM U JIEBOM PYK YEJIOBEKA U MIEPEUUCIUThH BCe 00Pa3yIONUe UX MBIIIIIBI,
CYXOXWUJIUSA, KOCTH U T. M., TO OHU OKAXKYTCSA WUJICHTUYHBIMU. MeXIy TEM OJHOTO
B3TJIs/Ia HA T JIBa OpraHa JOCTaTOYHO, YTOOBI yOTUTHCA B TOM, UTO OHU HE UJCH-
Ti4Hbl. OIHA pPyKa HE MOXET 3aMEHUTH JIPYTYIO.

[TonpiTaeMcsi BBISICHUTH, KAKUM OOpa30M BO3HUKAIOT 3TH PaziuyMs, T.e. Kak
MIPOUCXOJIUT Pa3BUTHE MPOCTPAHCTBEHHOU CTPYKTYpPHI U (hopmbl. B KOHEUHOM cuerTe,
ABOJIIOLIUIO U Mopghonozuu, N KiemouHou ouggepenyuposku clenyer MOHUMATh
MMEHHO B KOHTEKCTE CTAHOBJICHUS IPOCTPAHCTBEHHON CTPYKTYPHL.

OpauH U3 MOAXOA0B K U3YUYEHHIO ITPoIiecca OHTOTeHe3a ObLT BBIIBUHYT B 40-X IT.
XX B. K. Yogmuurronom (1905-1975). Cyts ero B caeayrwomiem. B nporiecce cBoero
pa3BUTHA KJIETKA MPOXOAUT TO, YTO YOJUIMHITOH HA3BaNl 2NUSEHEMUYEeCKUM JIAHO-
wagmom. OOpa3HO TOBOPS, FNUTreHeTndYeckuil nanamadr (puc. 135) npencrasser
co0oli paBHHHY, U3PE3aHHYIO PSJIOM JIOJHH. JloauHBI OepyT HaYamo Ha BO3BBIIICHHON
YacTH U TSAHYTCS BHU3; IIPU 3TOM OHU MOCTENEHHO PACXOMATCS, 3aKaHYMBAsACh KaxK1asi
B CBOEH 0CO00i TOUKe B HIKHEW 4acTh paBHUHBI. KileTka JABMKETCS CBEpXY BHHU3 10
ATOM cUcTeME JTOJIMH. B Ka» 0¥l TOUKE BETBIICHHUS JOJUH KIIETKA JOJKHA «IIPUHSATH
HEKoe MOP(OTeHETUYECKUE PEIICHUEY, B PE3ysIbTaTe 4ero €€ MOTEHIIMU K Pa3BUTHIO
orpannunBaroTca. Haxomsch BepxHeit yactu jaHamadTa, TEOPETUIECKH KJIETKa MO-
KET JIOCTUTHYTh KaXJIOM U3 0COOBIX KOHEYHBIX To4YeK. OHaKo, ocie TOro Kak oHa
MIPUMET CBOE NIEPBOE PEILIEHUE, — HAIPUMED, B IEPBOIM TOUKE BETBJICHUS — €/ OCTaHET-
Csl JOCTYITHBIM TOJBKO OJIHO U3 MOAMHOKECTB KOHEUHBIX TOYEK.

Krnerka HaurHaeT CBOM MyTh B COCTOSIHUU MOMUNOMEHMHOCHU, HO TIOCTETIECH-
HO €€ BO3MOKHOCTH CTaHOBSITCA BCE Ooiyiee U O0Jiee OrpaHUYCHHBIMH B PE3yJbTaTe
MPUHUMAEMBIX €10 PElIeHUN. Y OJIMHITOH Ha3Ball 3TOT MIpouecc kaxaruzayuet. 1o
CBOMM OOIIMM CBOMCTBaM MpOLECC KaHATU3ALMK MPUIOKUM KaK K KJIECTOYHOU Tud-
(dbepeHIUpPOBKe, TaK U K CTAaHOBJICHUIO MPOCTPAHCTBEHHOW CTPYKTYphL. TOUYkM mpu-
HSTHUS PEIIEHUN KIIETKOW — «Pa3BUIIKH JIOJIUH» — ITOJIBEPKEHBI BO3JACHCTBUSIM BHEIII-
HUX CWJI, HAllpUMEP, TOPMOHAIBHBIX CTUMYJIOB WJIM UHAYKIWU, a PEIICHUE 3aBUCUT
OT 00YCTIOBJICHHOM T€HETUYECKU PEAKIIUN KJIETKA HAa JAHHBIN CTUMYJI.

Kak craner sicHo U3 manmpHEWIero, HaOJIIOaeMble PEIICHHs, KOTOPhIE KJIeTKa
MIPUHUMAET B MPOLIECCE OHTOTE€HE3a, OTHOCATCA K TUITY «WJIU-WIIN», U UX MOKHO pac-
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CMaTpHUBaTh KaK Psii ABOMYHBIX PEIICHHWHA TUTA «HAIMpaBO-HaieBo». PaccTosHme ot
BEepXHEH 4yacTH JaHamadTa K HIKHEH COOTBETCTBYET BPEMEHH Pa3BUTHS. DTy MO-
JIeJTb MOKHO HCIIOJIB30BaTh KaK JJISl MO3AUYHO20, TaK U JUISL pe2ylayuOHHO20 Pa3BH-
tus (cm. 2.1.10), mpocTo mepemeriias TOUKH BETBICHHUS JHOO K BEpPXHEMY, JIHOO K
HIDKHEMY KOHITY XOJIMa COOTBETCTBEHHO.

XOoTs naHHas MOJETh B TOM BHJE, B KaKOM OHA 3/IeCh ONKCaHa, MO3BOJIACT
IpeCTaBUThL cebe Mpollecc pa3BUTHs, OHA HE o0BsACHSIET ero. Kpome Toro, sta mMo-
Jelib CTaTUYHA, MMOCKOJIbKY B HE (hOpManbHO HE MPEACTaBIIEH MPOIeCcC KIECTOYHOTO
nenenns. Tem HE MeHee uies O psAae KaHATM3UPYIONUX COOBITHN OYeHb BaXKHA U OT-
paxaercs, Harpumep, B Pa3BUTHH KOHEYHOCTH MO3BOHOYHBIX,
B YAaCTHOCTH, B JCTEPMHUHAIIMN OCEH, OMPEACISIONNX OTIMUNE MPABONH KOHEYHOCTH
OT JICBOW.

Puc. 135. Dnurenernaeckuit nanamadr Yoauarrona. lapuk nzo0paxkaeT KIETKY, a JOTHHBI IO
HUM — ITyTU Pa3BUTHS, IO KOTOPBIM OHA MOkeT noitu (rmo: Waddington, 1966)

2.3.3 leTrepMuHanus oceii KOHEYHOCTEM

Wrak, mpaBas pyka OTJIMYAETCs OT JIEBOW, HO KaK BO3HUKAET Pa3IMuUEe MEKIY
Humu? Onucanue 3Toro nporecca Brepsbie fAan [1. ['appucon (1879-1959) Ha ocHo-
BaHWH U3YUYEHHUS PA3BUTHUS KOHEYHOCTEU AKCOIOTIIS.

Koneunoctu Ambystoma npu mepBoM MOSIBJICHUU UMEIOT BHUJ JIaTePaATbHBIX
YTOJIIEHUN ME30JICpPMbl HA TEX Y4YaCTKaX MOBEPXHOCTEHN >KUBOTHOIO, T/E€ BIOCIEM-
CTBUM PA3BUBAIOTCS KOHEYHOCTH. EE pa3BUTHE 3aBUCUT OT ATOU Me300epmbl. ITO
CJIeIyeT U3 TOro, YTO Mepecajka e€ KyCOUKOB Ha JAPYTUe YYaCTKH BbI3bIBAET 00pa3o-
BaHUE HOT B HETUIMYHBIX MECTaX; 9Kmooepma, MOKPHIBAIOIIAS 3aKJIaJK KOHEUHO-
CTE#, TAKOU CIIOCOOHOCTRIO He obadaem.

Ecnu BbIpe3aTh METUKOM NMPE3yMITHUBHYIO 00JaCTh KOHEUHOCTH U TEPECaIUuTh
e€ Ha OOKOBYIO MOBEPXHOCTH TEJia PEIUIIMECHTA C TOW K€ CTOPOHBI, C KOTOPOW OHA
ObLa B35iTa y JOHOPA, M C COXPAaHEHUEM TOJISIPHOCTH, TO U3 IKCIJIAaHTaTa Pa30BLETCA
MOJIHAsE KOHEYHOCTh C TAKOW K€ MOJSPHOCTBIO, KAK Y HOPMAJIIbHOM KOHEYHOCTH pe-
uunueHTta. Eciaum ke nepecaguTh SKCIUIAHTAT Ha MPOTHUBONOJIOKHYIK) CTOPOHY PELH-
MMHEHTA, TO U3 HErO0 Pa30BbETCS KOHEUHOCTH, MEPEAHE-3aHAS MOJIIPHOCTh KOTOPOU
OyZleT MPOTUBOIIOJIOKHA TAKOBON Y HOPMAJIbHOM KOHEYHOCTH pelunueHTa. B 1o ke
BpeMsl JOPCO-BEHTpaJIbHAS TOJISIPHOCTh OYJeT y HUX OAMHaKoBou. Eciu TOT ke 3a-
YaTOK KOHEYHOCTU MOBEpHYTh Ha 180° 1 mepecaauTs €ro Ha Ty K€ CTOPOHY PELUIIN-
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€HTa, Ha KaKOW OH ObLT y JIOHOPA, TOPCO-BEHTPAIbHAS MOJSPHOCTD OMSATh-TAKH OyIeT
COOTBETCTBOBaTh HOpMe. CienoBaTeNbHO, ETEPMHUHHPOBAHA TOJBKO TIEpeaHe-
3aHssL OCh, HO HE JJOPCO-BEHTPAJIbHAS.

[TponenaB Takoii ke SKCIIEPUMEHT C 3a9aTKOM KOHEUYHOCTH, B3SITBIM Y JIOHODA,
KOTOPBIN OBLT HEMHOTO cTapiie, ['apprcoH 0OHaApYKUII, 9TO JOPCO-BEHTPAIbHAS OCh
TaKKe crajga JeTepMUHUpOoBaHHOW. CXOJHbBIE JKCHEPUMEHTHI C HMCIOJIb30BAaHUEM
TPAHCIUIAHTATOB, OBEPHYTHIX OTHOCUTENBHO MPOKCHUMATBHO-TUCTAILHON OCH, TO-
Ka3aJid, 4TO 3Ta OCh JETEPMUHUPYETCS B MOCIETHIOIO OYepeIb.

W3 Bcero 3Toro MOXKHO CHAENATh BBIBO, YTO JETEPMHUHAIUS OCEH KOHEUHOCTH
MIPOUCXONUT MIPUMEPHO TAKUM Ke 00pa30oM, KaK KaHaJIU3alus COOBITUI Ha dIUTCHE-
TrYeckoM JanamadTe. To ecTh MpUHUMACTCS Sl PEIICHUN — TIEPeTHEE W 3aTHEe,
JOpCAIbHOE UM BEHTPAIbHOE, MPOKCUMAIBHOE WM JUCTAIbHOE, — MOCIIEI0BATEIb-
HO pacnpenel€HHBIX BO BPEMEHH, MPUUYEM KaX0€ U3 HUX COMPOBOXKIACTCS OTPaHU-
YEeHUEM U3HAYAIbHBIX MOP(POTEHETUYECKUX TOTCHIIUM.

OpnHako oCTaércsi HeSICHBIM, KaK OCYIIECTBIISIOTCS 9TU OTPAaHUYCHUS U KaKoBa
MpUpoJa PEaKIMKU KIETKH B TOYKE MPHUHATHUS pEIICHUsT Ha 3TH orpaHuyeHusi. He
MMes. BO3MOKHOCTHU JaTh TOYHBIE OTBETHI HA 3TU BOIPOCHI, MOKHO MOJYYUTh HEKO-
TOpOE MPEACTaBICHUE O MOMBITKAX X PEUICHUs, PACCMOTPEB JBE CBSI3aHHBIC C HUMHU
KOHIIETIIINU (KOTOpPbIE, KaK Mbl YBUIUM, CBSI3aHbI ¢ 3aKOHOM [lpuiiia):

a) aIMOPUOHAILHBIX NOJlel U

0) nozuyuonHol uHGopmayuu.

2.3.4. Konuenuusi YMOpHOHAJIBHBIX MoJIei

Ecnu BepHyThCs K dKcriepuMeHTaM ['appucoHa, mpe3yMNTUBHYIO 00JIacTh Iie-
pecakeHHOM HOTM MOXHO paccMaTpHBaTh KaK HEKOE amOpuoHanvHoe noie. B 6onee
OOILIIEM CMBICIIE noJe — MO Y4aACmOK 3apoobluia Ul 2pYNna Kiemoxk, 8 npeoenax Ko-
MOPBLIX MONCEM NPOUCXOOUMb DeYIAYUSL.

Konuenuuu mopgocenemuueckux noneti mpu BCEM HX pa3IudyUU paccMaTpH-
BalOT JMOO BECh 3apoAbII (HA paHHUX CTAAMSIX Pa3BUTHUS), JTHOO OTACIBbHBINA €ro
ydacTok (Ha OoJsiee MO3JHUX CTAAMIX) KaK €IMHOE 11eJI0€, BCE KOMIIOHEHThI KOTOPOTO
TE€M WJIM UHBIM CIIOCOOOM «OMIYyLIAIOT» APYr Apyra U KOOPIMHUPYIOT CBOE IOBeEJe-
Hue. To ecTh cOorfacHO IEHTPaIbHOM HJlee MOP(POreHETUUECKOTo MoJisl, 6€3 B3auMo-
JNEHUCTBUN HEKOTOPOIO 3JIEMEHTA C €0 OKPYKEHUEM ATOT 3JIEMEHT BOOOILIE HE MOKET
«OULYTUTH) CBOETO MOJOKEHUS.

Ha npumepe moJis KOHEYHOCTH 3apojpiiia aMm(puOUM MOXKHO YOEAUTHCS, UTO
€CJIM yJIaJUuTh YacTh MPE3YMIITUBHOW KOHEUHOCTH, TO U3 OCTABIIUXCS KJIETOK TEM HE
MeHee PopMUpYeTCsl KOHEYHOCTh CO BCeMH €€ 0OBbIYHBIMU YacTaMH. Ciie10BaTeNbHO,
eclM onepanus Obla MPOU3BENICHA HA IOCTATOYHO PaHHEH CTaauu pa3BUTHUS, OCTAB-
HIMecst KJIETKA CIOCOOHBI OTpearupoBaTh Ha HEXBATKY U 3aMEHUTH 3JIEMEHTHI, KOTO-
pbie ObUTH y/IaJICHBI.

910 ycranosui enié T. Mopran (1866-1945). On moHuma, 4to Takou IMpo-
L[ECC MOXET MPOUCXOIUTH ABYMSI OCHOBHBIMH CIIOCOOAMU:

a) B IIEpPBOM Cllydyae HEJOCTAIIIME CTPYKTYpPbl 3aMEUIAIOTCA 6 pe3yabmame
KIeMOYHbIX OelleHUll, BOCTIONHAIOIUX yAaIEHHBIA MaTepra;
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0) BO BTOPOM CiIy4yae pereHepaiusi moJisi IPOUCXOIUT 8 OMCYmcmeue Kiemoy-
HO20 OelleHusl.

[TepBrIit crtoco0d OH Ha3BaJl SnUMOPho30M, IPUMEPOM KOTOPOTO CITYKHT pere-
Hepamus KOHCYHOCTH Y aM(puOuii, BTOpoii — MOp(OUTAKCUCOM, HAUTYUIITUM TIPUME-
POM KOTOPOTO CITY’)KHT PAaHHHHA 3apOJIBIII B IEJIOM. Y 3THUX JABYX THIIOB PETYJISIIHH
€CTh 00Ias yepra, COCTOAIIas B TOM, YTO KJICTKH, 0Opa3yrollue JaHHOE T0JIe, CIIOo-
COOHBI OIPEACHIATh M 3allOMHHATh HH(POPMAIIUIO O CBOEM IOJIOKCHHUH B TpejIeiax
9TOrO ITOJIA.

B macrosimiee BpemMs KOHIENIMU MOP(HOTCHETHYSCKUX TOJIeH pa3BUBAIOTCS B
paMKax OJIHOTO W3 BaKHBIX HAMPABIICHUN COBPEMEHHOW HAYKH — TEOPHH CaMOOpra-
Hu3anuu (cm. 2.3).

2.3.5. Teopust no3uuoOHHOI MHGOPMALMHT

M3HavanbHO MHOTO€ B KOHIEHIMU MO3UIIMOHHONW MHGOpPMAIIMK BO3HHUKIO Ha
OCHOBE MCCJIEIOBAaHUM 3a4aTKa KpbUla LBIIUIEHKA. BHAYane OHO pa3BUBaeTCs TaK ke,
KaK Mmoyka KoHeyHocTu ambubuu. [lo Mepe Toro kak Bepxyllika 3TOH MOYKU B pe-
3yJbTaTe pocTa yAajseTcsl OT TJIaBHOM OCH Tena, oOpa3ys JIOMACTEBUIHYIO KOHEY-
HOCTh, U3 COJIepKallleiicsi B HEM ME3eHXUMbI (hOopMUpYETCs €€ XPSIIEeBOW CKEJeT:
MIEPBLIMU TOSBIIAIOTCS MPOKCUMAJIbHBIE DJIEMEHTHI, a 3aT€M JUCTAIIbHbIC (T. €. Majb-
1161). JlepMHUTHBHBIN CKelleT KOHSYHOCTH N300pakéH Ha puc. 136.

[TyTéM MedeHus: ObUTH COCTaBIICHBI KapThl 3a4aTKOB AJIEMEHTOB ckeseTa. bruio
YCTAHOBJIEHO, YTO IO MEpPE pOCTa MOYKH KOHEYHOCTH, MPOUCXOJIAIIETO B MPOKCH-
MaJIbHO-JTUCTAJIbHOM HalpaBJICHUH, K HeW J00aBisItOTCS BCE 0OoJiee TUCTaNIbHbBIC
CTPYKTYpPBI: BHa4Yaj€ MOSBIISIETCA IJIEUeBasi KOCTh, 3aTEM JIyueBasl U JIOKTEBas, MO3/-
Hee KOCTH 3aIisICThs U, HaKOHEIl, (DaJlaHTy MaJiblIeB. DKCNEPUMEHTBI, TPOBE/ICH-
Hble BoJbniepTOM M €ro COTpyAHUKaMH, MOKa3aldd, 4TO B IIPOLECCE 3TOr0 MPOKCH-
MaJbHO-JIUCTATLHOTO POCTa PEryJsiiius BeIpaxkeHa cinabo. Ecnu oHuM ynansium ¢ au-
CTaJIbHOTO KOHYMKA MOYKU KOHEYHOCTH MOKPBIBAIOIIYIO €€ dKToAepMYy (KOTOpas He
UHIYIHpYyeT MOpGhOTreHe3 KOHEUYHOCTH) M YacTh JieXkallel Mmoja Hel Me30/1epMBbI, TO
JaJbHENIINKA POCT KOHEYHOCTHU MpeKpaaics. Eciu 3Tu TKaHu yAansiad B paHHUE
CPOKH, TO pa3BUBAJIACH TOJBKO IJIeUeBasi KOCTb. ECIM UX yAansad HEMHOIO ITO3/IHEE,
TO (hOPMUPOBATIUCH TIIICUEBAs, JIy4€Basl U JIOKTEBAsi KOCTH, HO HH 3aISICThE, HU Tajlb-
bl HE Pa3BUBAIUCH. TaKasi MOCIEA0BATEILHOCTh BO BPEMEHHU XOPOIIO COOTBETCTBO-
BaJia KapTe 3a4aTKOB, COCTABICHHOM MO PE3yJbTaTaM SKCIEPUMEHTOB C TPUMEHEHH-
eM MeTok (puc. 136).

Crenyer OTMETUTD, YTO YJIAJICHUE TKAaHU W3 Pa3BUBAIONICHCA MOYKU MTPOU3BO-
JUJIOCH 33J10JITO JI0 TIOSIBJICHUSI KaKUX-JTMOO0 BHEITHUX MPOSIBIEHUM MOpQoreHes3a uiu
kierouHoi auddepenuporku. CiaegoBaTeabHO, TJIaH CTPOCHHUS KOHEUHOCTH TOJI-
BEPrajicsi BO3JCHCTBUIO 00 MO020, KAK CMAHOBUIUCL 3AMEMHbIMU SIGHblE NPUSHAKU
ougpepenyuposxu.

UT0oOBI 00BSACHUTH MOJIYYCHHBIC PE3YNIbTAaThl, BOIbIEPT BhICKa3a]l MHEHUE, YTO
KJIETKM ME30JIEPMBI, JICKAIIHUE MO/ KOHLIEBON BEPXYIIEYHOM IKTOJIEPMOM, COCTABIIA-
10T TO, YEMY OH JIaJl Ha3BaHUE NPO2PecCUsHOlU 30Hbl. MEe3eHXUMHbIE KJIETKH B HEWl HE
JE€TEPMUHUPOBAHbBI, HO B PE3YJIbTATE ACICHUS U POCTA HA JUCTAIIBHOM KOHIIE 03311
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HUX, HAa TIPOKCUMAJIbHOW TPaHUIlE, OCTAIOTCSA KJIETKH, JETEPMUHUPOBAHHBIE K (HOp-
MHUPOBAHUIO CNEHU(PUUECKUX CTPYKTYP KpbUIA; OJJHAKO KaKU€ HUMEHHO CTPYKTYpbI
OynyT (GopMHUpPOBATHCSA, 3aBUCUT OT TOTO MOMEHTA BPEMEHH, KOT/a J0YEPHHUE KIETKU
MOKUAIOT MPOTPECCUBHYIO 30HY. UeM mo3aHee NaHHasl KJIETKa MOKHUAET 3Ty 30HY,
TeM AucTanbHee popmupyromascs ctpykrypa. [loatoMy cynpba kaxaon KIETKH Jie-
TEPMUHUPYETCA B 3aBUCUMOCTH OM 8peMeHU, a HE TIPOCTO OT €€ MECTOMOJIOKEHUS B
3ayatke.

Craamn @ 18 1920 N2 2% 27 o8
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 Peynnmeny - -
Cragwn 24
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Puc. 136. CTpoeHre KOCTHBIX 2JIEMEHTOB KpbLlia KypHUIll (A) U pe3yabTaThl epecaok MoYeK Ko-
HEYHOCTeH Ha pasHbIX cTaausx pa3sutus (b u B) (mo: Wolpert, Lewis, Summerbel, 1975; ¢ u3me-
HeHusiMK). CTauu pa3BUTHS Ha PUC. A YKa3bIBAIOT CPOKH CHEIIM(DUKAINN pa3IMYHBIX YacTel KO-
HEYHOCTH: 18 — 1tuteueBas Kocth; 19 u 20 — myueBas u JiokTeBas; 21-25 — 001acTh 3ansacThs; 26—28
— ¢amanru naneliieB. YeTsipe BbIJCNICHHBIE HAa TOUKax KoHeuHocTu obnactu (b u B) cooTBeTcTBYIOT
3auaTKaM OoJsiee MPOKCHUMAaIILHBIX AIeMeHTOB KoHeuHocTu. CripaBa (b, u B, ) mokazanbsl koHeUHO-
CTH, Pa3BUBAIOIINECS y PEIIUIHEHTOB B pe3yabTaTe Mepecaiok. Y perunueHTa, HaXOqUBIIET0oCs Ha
cTaanu 4, ¢ KyCOukoM 0oJiee paHHE! MOYKHM KOHEYHOCTH JIoHOpa (cTamaust 19), o6pa3oBaioch KpbLIo
¢ TagaemMHou nyrumkaiuei (b;), Torna kak mpu perunpokHoil KOMOMHAITMY 00pa30Bajach KOHEY-
HOCTh, B KOTOPOH HE0CTAeT MPOKCUMAIILHBIX JIeMeHTOB (B;)
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Takoit TN peryasiuu OTHOCHUTCS K KJIAcCy 9numMopgho3os, TIOTOMY UTO TPHU
ATOM HEOOXOAMMO KJIETOYHOE nenieHue. /[t mpoBepKr 3TON TUIIOTE3bI ObUTH TIPOU3-
BEJICHbl PELUIIPOKHBIE MEPeCcaku MPEArojiaracMol MPOTPECCUBHOM 30HBI MEXKIY
«MOJIOABIMU» U «CTAPbIMU» MMOYKaMHU KOHEUHOCTH. OUeHb MOKa3aTeNIbHbIE PE3yJIbTa-
THI ATUX SKCIIEPUMEHTOB Tpe/cTaBleHbl Ha puc. 136. Ecnu ucmonb3oBaTh B KAUECTBE
JIOHOpA MOYKY KOHEYHOCTH, Y KOTOPOH JETEPMUHUPOBAHBI TOJIBKO TI€UeBasi KOCTh U
POKCUMAaJIbHbIE YACTH JIYYEBOM U JIOKTEBOM KOCTEH, a 60jee «CTapyro» MoUKy, y Ko-
TOpOM JIeTepMHUHAIUS JOCTHUTJIa YPOBHS 3aISICThs, — B KQUECTBE PEIUIIUEHTA, TO pa-
30BBETCS KOHEYHOCTh C TAHJIEMHO NYTUTMIUPOBAHHBIMU TUICUEBOM, JTy4EBOM U JIOKTE-
BOol kocTamu. Ilpu penunpokHol mnepecajgke HaOII0IAaIOTCS HEXBATKU 3JIEMEHTOB,
KOTOpPBIC NYTTMLIUPOBAIIMCH B IPEABIIYIIIEM SKCIIEPUMEHTE; 00pa3yeTcss KOHEYHOCTD,
y KOTOPOU 3aIsICThe BBHICTYMAET MPSIMO U3 OOKOBOM MOBEPXHOCTH TeNa. DTH PE3YJib-
TaThl COIIACYIOTCSI C THUIIOTE30M MPOrPECCUBHONM 30HBI M MO3BOJISIIOT CUMTATh BO3-
MOXHBIM, YTO TOJIOKEHHE ompenaesieTcs (crnenuduuupyercs) HE TOJBKO B MPO-
CTpPaHCTBE, HO U BO BPEMEHHU.

Emé ogmH MOMeEHT, kacaromuiics mpoiecca creruuKaiiil, COCTOUT B TOM,
YTO MO3ULIMOHHAS MH(OPMAIIMS HE OTPAHUYMBAETCS TOJIBKO crienu(uKaiuen cyap0bl
JAHHOM KJIETKM B 4HMCTO MopdoiorudeckoM acrekre. K TakoMy BBIBOJAY MOKHO
MPUITH, U3y4UB 00JIACTh 3amsCThs Kpbuta. M3 puc.136 BUIHO, 4TO pa3BUTHE CPABHU-
TEJIbHO MaJIEHbKOTO 3aIMsICThsl 3aHUMAET JJOBOJIBLHO MHOTO BPEMEHHM IO CPaBHEHHIO C
IpYruMH 00Jiee KPYIMHBIMU KOCTSIMU BEpXHEU KOHEUHOCTH.

N3yueHne OTHOCUTENbHOM BEIMYMHBI 3a4aTKOB KaXKJI0TO OT/EJIa BEPXHEUN KO-
HEYHOCTH T0Ka3aJio, YTO U3HAYAIBHO BCE OHU MMEIOT OJIMHAKOBBIC pa3sMephl. A 3TO
03Ha4yaeT, YTO MUTPAIUS U3 MPOTrPECCUBHON 30HBI TPOTEKAET paBHOMEPHO BO BpeMe-
HU, Pa3IN4usl K€ KacaloTci JTWHAMHUKHU Tpoiudepanuu pa3HbIX OTACNIOB IMOCIe CIie-
nudukanuu. 3ansicTbe pacTET MEHbIIE, YeM ApYrue oTAeibl Kpoeuia. [loatomy oauH
M3 aCMeKTOB crenuduKaluu COCTOUT, OYEBUHO, B JIETEPMHUHAIIMA OTHOCUTEIHHOU
CKOPOCTHU POCTA, & HE TOJIBKO PA3TUYHON MOP(OJIOTHUH.

2.3.5.1. Cnenuduxanus nepeane-3aJHen moasipHOCTH

MosxHO mpencTaBuTh cede, 4To crnenuduKanus nepeaHe-3aaHeil moIsipHOCTH
Pa3BUBAIOILETOCS] KpbUla YCTAaHABIMBAETCS MO3UIIMOHHONW HH(pOpMaIueid MpuMepHO
TaKUM e 00pa3oM, KaK YCTaHABIUBAECTCS MPOKCUMAIbHO-IUCTANIbHAS OCh. OHAKO,
XOTA crienuuKaIys 3TO MOJSIPHOCTH MPOUCXOIUT BO B3aUMOJCHCTBUU C MPOTpec-
CUBHOM 30HOH, YTOYHCHHE MECTOIOJIOKEHHUS OCYIIECTBIIICTCS, CKOopee, B (opme
rPal€HTa — OT BBICOKOW KOHIICHTPALMM B 3aJJHEW YaCTU MOYKH KpbLJa JO HU3KOHU B
€€ rnepeaHer 4acTu. [Toaromy mpeanonaraercs, 4To NMepeIHe-3aaHsAs OCh JIETEP-
MHUHHUPYETCSI CUCTEMOM, CXOJHOM C CUCTEMOM, y4acCTBYIOLIEW B PEryJsilUHA THUNA
mopgonnaxcuca. CUUTaIOT, YTO MO3UIIMOHHAS MH(MOpMaLKs, oOecreunBaroas cre-
(UK TIepeHe-3aJHEeH OCH, COJAEPIKUTCS B TPYMIE ME30JEPMAIIbHBIX KJIETOK,
PAaCMOJIOKEHHBIX Ha 3aHEM KPAKO IMOYKU KOHEYHOCTH, KOTOpast IPUMBIKAET K 3aIHEN
HEKPOTUUYECKON 30HE. JTa rpynma KJIETOK MOJydusia Ha3BAHUE 30Hbl NOJAPU3YIOUleU
axkmusrocmu (311A).

Ecau nepecanuts 3I1A Ha nepenHuil Kpail pa3BUBAIOLIEHCS MOYKA KOHEYHO-
CTH, Y KOTOPOU B pe3yibTare oKaxyTtcs aBe 3I1A, To y pa3BUBIIETOCs U3 3TOM MOYKHU
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KpbLJ1a BO3HUKHET 3€pKaJIbHO-CUMMETPUYHAS AYIUTMKAIUS TAKUX JUCTAIbHBIX CTPYK-
TYyp, CHEIU(PUKAINIO KOTOPHIX OCYIIECTBIISIET MPOrPECCUBHAS 30HA B KAKOE-TO BpEeMsI
nociie Tpancmiantanuu 3[1A. DneMeHThI, KOTOphle KO BPEMEHHU MEePeCcajikKi yKe Obl-
U cnenu@UIMPOBaHbl, HE TYTUIMIMPYIOTCA. Pe3ynbTaThl TUX SKCIEPUMEHTOB CXe-
MaTHUYECKH MpenacTaBieHsl Ha puc. 137. Ha HEM moka3zaHbl Takke pe3yibTaThl mepe-
canku 3IIA B cepenHy MOYKH KOHEYHOCTU. DTO TAKKE MPUBOJUT K AYTUIMKALUH, HO
HE 3€pKaJIbHO-CUMMETPUYHOM.
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Puc. 137. JlerepmuHarus nepeaHe-3aJHell 0Cl KOHEYHOCTH KYPHIIbI 30HOU MOJIIPU3YIOIICH aKTHB-
Hoctu (3ITA) (mo: Ede, 1978): A — HOpMasbHasi KOHEYHOCTh U THIIOTETHYCCKHUI TPAUEHT MO3HIIHU-
OHHOM MH(QOpMAINH, UCTOYHUKOM KOTOpOH city’kuT 3ITA (00nacth, MOKpbITasi MyHKTHPOM), pac-
II0JIO’KEHHAs Ha 33JHEM Kparo MOYKH KoHeuHocTH; b n B — pesynbratel nepecanok 3I1A Ha nepen-
HUW Kpal U B CepeNHY IMOYKA KOHEUYHOCTH, B OCTaJIbHOM HOPMAaJIbHOMN

[TonyueHHbIe pe3ynbTaThl ObBLIIM MHTEPIPETUPOBAHBI KaK CBUAECTEIHCTBO TOTO,
gT0 3I[1A CIIy’)kKHT UCTOYHUKOM MO3UITMOHHON nHpopManuu. [lepeane-3amanss ymopsi-
JIOYEHHOCTh B PACIOJI0KEHNUH, HATIPUMED, MAJIbLIEB KPbLIa ONPEAECIACTCS B pe3ybTa-
T€ CUMUTHIBAHUS KIJIETKOW KOHIICHTPAIIMM COOTBETCTBYIOMICH MH(GOPMAIIMH: BHICOKAS
KOHIICHTpAIUsI COOTBETCTBYET 4-My MaJiblly, a HU3Kas — 2-my. Kak mokaszaHo Ha puc.
137, b, ecnu moMecTUTh TPAHCIUIAHTAT Ha MEPEIHUN Kpal MOYKHM KOHEYHOCTH, TO
BO3HUKAET IPAJUEHT C ABYMsSI BEPIIMHAMU U BIAJUHON B CEPEAUHE; 3TO U MPUBOIUT
K 3€pKaJbHO-CUMMETPUYHON IyIuKauuv. Eciu e NMOMECTUTh TpaHCIUIAaHTAT B
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LEHTP TOYKH, TO BO3HUKAET JBOMHOM I'PaJMEHT, PACIOJIOKCHHBIM TAHIEMOM, YTO
MIPUBOJNUT K NMPUMEPHO TaHAEMHOM K€ AyIUIMKauuy nanplieB. HeOonpmas BnaanHa
mexay AByms 3IIA nmpuBOIUT K 3€pKAIbBHO-CUMMETPUYHON AYIUIMKALMK 4-TO Najb-
1a; 2-i xe nayuer BoooOIie He o0pazyeTcsi, IOTOMY YTO HU B OJJHOM TOYKE T'paJIUCHTA
KOHIIEHTpAIUs HE JOCTUTAaeT TAKOTO HU3KOI'O YPOBHS, KOTOPbI HEOOXOAUM JIJIsl CIie-
U(UKALNUNA STON CTPYKTYPBHI.

Uucno TymMnupyronmxcst CTPYKTYp 3aBUCUT OT BO3pacTa IMOYKA KOHEYHOCTH
B MOMEHT TPAaHCIUIAHTALMU; [IPX STOM AYILUIMLHUPYIOTCS TOJBKO T€ JIEMEHTBI, KOTO-
pBI€ K 3TOMY BPEMEHH €I1l€ HE MUTPUPOBAIIA U3 IPOrPECCUBHOM 30HBI. Clie10BaTeNb-
HO, TEpeIHE-3aIHsAsI OCh HAa CaMOM JeJIe IETEPMUHUPYETCS ABYMs B3aUMOJCHCTBY-
IOLUMU TapaMeTpaMy MO3UIIMOHHON nHpopmanmu: paccrosiuuem ot 3I1A u Bpeme-
HEM BBIXOJIa KJIETOK U3 IIPOTPECCUBHOM 30HBI.

Ota ABOICTBEHHAs MPUPOJA NO3ULIMOHHON MHPOPMALMU MPUCYIA HE TOJBKO
JaHHOM CHUCTEME; OHa ObUIa MCIOJIb30BaHA MPU MOMBITKE OOBACHUTH THI MUMOP(-
HOI peryJsiiuu, Ha0JIIoJaeMol Py pereHepaui KOHEYHOCTEN y TapakaHa U TPUTO-
Ha ¥ B UMaruHaJbHBIX JUCKAX IPO30(UIIbI.

OTH pacCyXIeHUs JIOTUYHBI, HO Yepecuyp abCTpakTHBI: MpUpoa ITOH UHMOP-
Maluy 1 NpUHIMI €€ Tepeaud U BOCTIPUATHS He yTouyHseTcs. Ha 3ToT cuér raxke
UMEIOTCS pa3Hble MOAXOAbI. M3I0KUM «KITaCCUYECKU» BapUAHT TEOPUH MO3UIIMOH-
HOI uHpopmanmu. B 0OCHOBE JEKUT OYEHb MPOCTAsl U HAa MEPBBIMA B3I BBHITEKAIO-
miast u3 3akoHa [puia uuaes.

CyTtb 51Ol Teopuu cienytomas. Paznuuus nuddepennuanuu BA0JIb ocl 00y-
clIOBJIeHbI, 0 Bonmeprty, cyiiecTBoBaHUEM cpaduenma mopghozeHa, T. €. HEKOETO
BellecTBa (BeulecTB), oOycnaBiauBaromero Mopgorenes. [lepBbIM 1marom Ha MyTH
oOpa3oBaHMsI TPaJAHEHTa CIY>KUT BOSHUKHOBEHHUE €T0 TPaHUIl, KOTOPOe 00YCIOBIECHO
MOSIBJICHHEM «MCTOYHUKa» Mopdorena (puc. 138, 1), 1. e. obmactu ero cuHTE3a WK
aKTUBAIIMHU, ¥ TOYKU «climBay MopdoreHa (puc. 138, C), T. e. mecta, rae MophoreH
pazpyuiaercsi Wik HHaKTuBUpyeTcs. OT «MCTOUYHUKA» K «CIUBY» MOP(OreH pacnpo-
cTpansieTcss nytém nuddysuu. I paouenm mopghozena (M) u cozoaém no3uyuouHyo
ungopmayuro. PacionoxeHHble B 00J1aCTU IpaJueHTa KJICTKH BOCHPUHHUMAIOT KOH-
[EeHTpalrio M Kak MO3UIIMOHHOE 3HAYeHHE, T. €. KaK KOOPAWHATY JaHHON TOYKH Te-
na. Ilo Bonneprty, B OCHOBE AeTepMHHALIUU CYyAbObI KJIETOK, KaK IpHU HOPMaJIbHOM
pPa3BUTUH, TaK U TPU PETCHEPALNHU, JCKUT UHMEPNpemayus KiemKou eé no3uyuoH-
HO20 3HAYEHUSL.
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Puc. 138. A — rpaguenTHas Mojelns ¢paniry3ckoro diara mo Bonmepry (mmo: Jonmya, 2005): U1 —
«UCTOUHUKY, C — «CITUBY, a—0 — YpOBHH KOHIIEHTpAIIUK MopdoreHa M; CTpeKoi moKa3aHo
HaIpaBJIEHUE BO3pacTaHus IpaareHTa KoHueHTpauuii; Cunui, benbiii, KpacHslii — 11seta
¢bpaniry3zckoro (iara (0ObSICHEHHS B TEKCTE).

b — Monens no3unmonHo# nadopmarun Bonnepra (mo: Wolpert, 1978). B neBoii konoHke mpeacTas-
JeH ¢paniy3ckuii ¢uiar, B mpaBoit — ¢utar CLLLA; BepXHUil psiz penpe3eHTHpYyeT Ne(pUHUTHBHOE
QG depeHIIMPOBAHHOE COCTOSIHUE, CPETHUN PSiJl — «IMOPUOHATIBHYIO CTaUION» 10 CrieUr(DUKaUU
Ne(QUHUTUBHBIX IPU3HAKOB — HA 3TOM CTaIUM MPOU3BOAUTCS PEUIPOKHAs TPAHCIUIAHTALINA KY-
COYKOB «3OMOPUOHANIBHBIX» (prraroB. HuxHUI psi — oTAANEHHBIN pe3yIbTaT SKCIEpUMEHTa: TPaHC-
IUIaHTaThl U EepEeHIUPYIOTCS B COOTBETCTBUU C MO3UIIMOHHON U T€HETHUECKOW nHpopManuen

[To3uIMoHHOE 3HAYEHUE B paMKax I'paJUEHTHOW MOJEIH — KOJIMYECTBEHHAs
XapaKTEPUCTHUKA, YTO CYIIECTBEHHO OOJIEr4aeT MOCTPOCHUE MATeMAaTHUYEeCKUX MOJIe-
nent nuddepennumanuu. [lo Bonmepty, pa3Butue npusHaka onpeessieTcs: XapakTep-
HBIMU JJIs1 3TOTO MPU3HAKA MPEAEIbHBIMU XapaKTEPUCTUKAMHU TTO3ULIMOHHOTO 3HAYe-
Husa. Ceoro uaero BonmepT mpeactaBui B BUae MoJienu (PpaHIy3cKoro ¢uiara (cM.
puc. 138). Ha pucyHke BHIHO, YTO MPU3HAK «CUHHUH IBET» OINPEACIACTCS MaKCH-
MaJIbHBIMM KOHIIEHTpalUsIMU Mop(oreHa, JeXalluMUd B Mpelesiax KOHIICHTparui
end; mpu3HaK «OeJblil IBET» pa3BUBACTCs MPU HATMYUKA MOP(OTEeHA B KOHIICHTpAIHU-
X OT b 10 C; MpU3HAK «KPACHBIN IIBET» BO3HUKAET B TOM YAaCTH IpaJUEeHTA, I KOH-
HeHTpalrs Mop(dOoreHa JeKUT MEK/Ty BeIMIMHAMHK a U b.

Jlns wuiocTpauuu CBOEM Teopur MO3UIIMOHHOM MH(opMauuu Bonmept uc-
nosp3oBasl U ¢uiar CoenuneHubix [lItaroB Amepuku (puc. 138). Monenupys onu-
caHHbIH BbIIe KcrepuMenT [llotTte (M. 2.1.12.5.), 0OH MBICJICHHO «TPAHCILIAHTUPO-
Ball» CBOOOJHYIO HIDKHIOIO 00J1acTh «HeaubPepeHIMpOBaHHOTO», HE HMEIOIIETO
emé onpeneneHHoro pucynka ¢mara CIIA, u3 xoTopoit BnociencTBuu odpasyercs
4acTh C XapaKTePHBIMHU MPOJOJIbHBIMU MOJIOCAMH, B IPUJIETAIONIYIO K IPEBKY BEpX-
HIOIO 4acTh 3a4aTka (paHiry3ckoro ¢iara. B cooTBEeTCTBUU ¢ TeOpHUEH MO3UITMOHHON
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uH(pOpPMaLMU MOXKHO OXKHAaTh, YTO TPAHCIUIAHTAT BOCTPHUMET UMEIOLIYIOCS 37eCh
HO3ULMOHHYIO UH(POPMALMIO U UHTEPIPETUPYET €€ B COOTBETCTBUM CO CBOEH (ame-
puKaHckoil) npuponoi. [loaTomy U3 TpaHcIIaHTaTa Ha (ppaHIy3cKOM (iare JT0JKHA
BO3HUKHYTb 00JIaCTh C XapaKTEPHBIMU ISl aMEPUKAHCKOTO (hara 3BE€3104KaMu.

[TpyuHIMNIHATBHYIO BO3MOXHOCTh TpaHc(OpMalMM [apaMeTpoB TpaJUEHTa
KOHIIEHTpauu MOp(oreHa B KaueCTBEHHbIE XapaKTEPUCTUKHU PA3BUBAIOILETOCs 00b-
exTa nwunoctpupyet puc.139. Eciu 1Ba reHa pa3nuyaroTcss CpoJCTBOM K TPAHCKPHII-
IIUOHHOMY (aKTOPY, TO T€H C BBHICOKUM CPOJCTBOM (TeH A) OyAeT TpaHCKpUOHpO-
BaThCs HE TOJBKO MPHU BBHICOKOW, HO M MPU YMEPEHHON KOHIIEHTpanuu Mop¢oreHa
TPAHCKPUITLIIMOHHOTO (akTopa. ['eH ¢ OTHOCUTENBHO HU3KUM CPOJCTBOM K Mopdore-
Hy OyJeT TpaHCKpHOMPOBATHCA TOJBKO MPH €ro BBICOKOM KOHIIEHTpamuu. Torma B
30HE BBICOKOW KOHIEHTpaluu OyAeT MPOUCXOAWTH TPaHCKPUMIMS reHoB A u B, B
30HE YMEPEHHOM KOHIEHTpPAllUX — reHa A, a B 30H€ HU3KOW KOHIIEHTPALMU HU OJIUH
U3 3TUX T€HOB TpaHCKpuOupoBaTbes He OyneT. COOTBETCTBEHHO, BO3HUKIIUN MPO-
CTPaHCTBEHHBIM MATTEPH SKCIPECCUU CO3/1aCT MPEANOCHUIKH Pa3BUTUS TPEX pa3HbIX
IPU3HAKOB.

Konuentpauns mopdiorena
Bricokas YmepenHasn Huskas
© 008 989 ®
@ @8 @ i_"III LR I, ]_’E WIS ]_'EEJ
Tenn A+B A -
IpuH3nak Cunuii Beniii Kpachgrit

Puc. 139. Cxema, nutroctpupyromiasi IpuHIMIHATHFHYI0 BO3MOXHOCTh BO3HUKHOBEHUS pa3HOKave-
CTBEHHBIX MPU3HAKOB BJIOJIb OCH IPaUEHTa KOHIIEHTPAILIM OJTHOTO U TOTO ke Mopdorena
(mo: Houpya, 2005). O0bsicHEHUSI B TEKCTE

DKCNEPUMEHTAIBHO 3aBUCUMOCTh JKCIIPECCUU T'€HOB OT KOHLEHTPALUu MOp-
¢dorena Obuta nokazana B aboparopuu Jx. ['€paena, rae B ycaoBusx in vitro uzyda-
JIM DKCIPECCHIO ME30/I€pPMAIbHBIX T'€HOB B HeAU(PHEpPEHIIMPOBAHHOW IKTOAEpPMalIb-
HOM aHMMaJIbHOU mIanodke Omactynsl Xenopus. [Ipyu HU3KUX KOHIEHTPAIMSIX aKTH-
BHHA, IIPU KOTOPBIX €r0 MOJIEKYJIbl B3aUMOJEHCTBOBAIM MeHee yeM ¢ 20% akTHuBH-
HOBBIX PELENTOPOB KJIETKH, SKCIPECCHUH T'€HOB, MHUIMHPYIOMIMX Pa3BUTHE ME30-
aepMbl, He npoucxoauio. [Ipu konnentpanuu 1 HM HabmI0gaIKM SKCIIPECCUIO TeHa
Brachyury. [Ipu konuentpauuu 4 HM, koraa 6onee 60% aKTUBHHOBBIX PELIEITOPOB
KJIETKH ObUTH CBSI3aHBI C JIMTAHIOM, SKCIIPECCUPOBAJICS TeH goosecoid.

OTtpaaBast JOJKHOE MCCIIEIOBAHUSM, CBUJIETEILCTBYIOLIUM O POJIU MOP(OreHOB
B OCYILECTBIICHUH U KOOPAMHALIMKM MPOUECCOB Au(depeHuanum B MpOCTPAHCTBE,
CJIeIyeT, OJIHAKO, IOHUMATh, YTO B PEAIbHOM KU3HU MOP(OTreHbl HUKOTJ]a HE BBICTY-
MalT KaK CaMOCTOSITENIbHbIC, HE3aBUCUMBbIE MHCTPYMEHTHI. TO, 4TO Mbl 3HAaE€M B
HACTOSIIIee BPEMS O MOJIEKYJSIPHO-OMOJIOrMYECKUX MexaHu3Max auddepeHiuanu,

196



HE OCTaBJISIET COMHEHHMSI B TOM, YTO Ja)K€ CaMbI€ AJIEMEHTapHbIE MPOLIECChl SMOPUO-
reHe3a MPOUCXOJAT IOJ] KOHTPOJIEM CJIOXHOM, pa3BETBICHHON CEeTH B3aUMOJEH-
CTBYIOIIMX (AaKTUBUPYIOIIUX W MHTHOMPYIONTUX) (PaKTOPOB, KOTOPHIE 00ECIIEYMBAIOT
U IMHaMH3M, 1 KOHCEPBATUBHOCTh MOpdoreHe3a. MopporeHs! SBISIIOTCS BaXKHBIMH,
MHOTJIa BEIYIIUMH, HO BCE K€ TOJBKO JIEMEHTAMH CIIOKHBIX T€HETHMYECKHUX IpOo-
rpaMM YIpaBJeHUsS pa3BUTHEM.

['pamuenTHas MOJENb B CBOE BpeMsl Obljla BOCIIPUHSATA C OOJIBIIMM HHTEPECOM,
MOCKOJIbKY OHa TO03BOJIsJIa HEMPOTUBOPEUMBO OMUCHIBATh, a MHOT/IA U MPEACKa3bI-
BaTh MHOTHE TMpoIlecchl MOpQoreHeTHuecKux mpeodpazoBanuii. [Ipu 3TOM HyX)HO
OTMETHUTh, YTO Y TPAIUEHTHON MOJIETU CYIIECTBYIOT Pa3HOOOpa3HbIe MOIUPUKALINH.

CymiecTBOBaHHE TO3UIIMOHHOW MH(OpPMAIMK SIPKO TMPOSBIAETCA B Pa3BUTHU
2UHAHOPOMOP PO — JKUBOTHBIX, KJIETKH KOTOPBIX MPEICTABICHbI IBYMSI T€HETUYECKH
Pa3IMYHBIMH MOMYJISIUSIMU — KEHCKOW M MYXCKOU. Y Ip030(UiIbl THHAHIPOMOP-
(bu3M BO3HHMKAET 1O Pa3HbIM npuunHam (puc. 140).

Puc. 140. O6pa3oBanue runanapomopdos y D. melanogaster (mo: Strickberger, 1976). Ytpara He-
CTaOUIIbHOM KOJIBIIEBOM X-XpOMOCOMBI IIPU OJTHOM M3 PaHHUX JIEICHUN JPOOIEeHUS IPUBOIAUT K
00pa30BaHMIO JIBYX T€HOTUITMYECKHU PA3INUHBIX Momyssauuit saep: XX (TéMHble KpyxkH) u X0
(cBetmnbie KpyxkH). Ecniu B kiieTouHoM Giiactoziepme 3TH JiBE MOMYJISLIUN pa3/ieieHbl 0 CpeHeca-
TMTTAJIBHOM TJIOCKOCTH, TO 00pa3yeTcsi Mo3anyuHasi B3pociiasi Myxa, y KOTOPOH OJIHA MOJIOBHHA
UMEET MYXKCKYI0, a Ipyras — *KeHCKyto Mopdooruto. Eciu HekosbueBas X-xpoMocoMa HECET pe-
LIECCUBHBIE T€HBI-MAapKEPBI, TO OHU SKCIPECCUPYIOTCS B Mykckoi X0-mosoBuHe. Ha 3To yka3biBa-
I0T YKOPOUYEHHOE KpbLIO U Oelnblil ri1a3 (Myxa B psiay A). JIBe MyXH B HUYKHEM Py UILUTIOCTPUPYIOT
pe3yJbTaThl yTPaThl KOJIBIEBOM X-XpOMOCOMBI, 32 KOTOPOHl cieayeT paszeneHue J100 B nepeaHe-
3anHeM (b), 1160 B kocoMm (B) HanpaBienuu

Hanpumep, U3BECTHBI AM3UTOTHYECKHE XUMEPbI Ip030(uibl, KOTOpbIe 00pa-
3YIOTCS B p€3YyJIbTaTe TUCIIEPMHOIO OIJIOJOTBOPEHHUS. Y 3THUX KUBOTHBIX YaCTh KJle-
TOK umeeT xeHcKkui (XX), yacth — Mmyxckoi (XY) Habop nmosioBeIX XpoMocoM. Jpy-
roil BapUaHT T'eTEPOre€HHOCTH HAOOPOB TOJIOBBIX XPOMOCOM BO3HUKAET B Cllydae
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yTpaThl OAHON X-XPOMOCOMBI MOCJ€ OIUIOAOTBOPEHHUS IMPH MEPBOM JIEJICHUU SAIpa
3UroThl, UMetonIeil reHotun XX. B pe3ynpTare 3TOro HapyiieHus OJHa U3 JOUYEPHUX
KJIETOK ToJTy4aeT nojaHoleHHbId (XX), a aApyras — peayiupoBanHbii (X0) Habop 1o-
JIOBBIX XPOMOCOM. B COOTBETCTBUU C aBTOHOMHBIM XapaKTEPOM JIETEPMUHAIIMH T10J1a
y apo3zoduisl (cMm. 1.4.2) kinetku XX BeayT ceOsl Kak KeHCKue, a KieTku XY u X0
KaK My»ckue. B 3aBUCHUMOCTH OT 0COOCHHOCTEH JIOKATU3AIMKU MIOTOMKOB 3THX SIIEP
o0pa3yloTcs 3apoAbIIIN, a 3aTeM U 1mago CO CIy4alHbIM pacIpeeieHHEeM KIETOK
MY>KCKOM M KEHCKON MpUpOAbl (MO3auyHble THHAHIpOMOp(bI). B ciayyae kKoMmakT-
HOM cerperanuy 3TUX JABYX THUIIOB KIJIETOK BO3HHUKAIOT IMEpEJHE-3a/IHUE WM JiaTe-
payibHble THHAHAPOMOP(QBI, y KOTOPHIX OJHA YaCTh TeJa UMEET MY>KCKHE MPU3HAKH, a
Apyras — >KEHCKHUE.

2.3.5.2. Ilo3unmonHas nHGopMaIus 1 MOACINPOBAHNE
MOP(OTeHETHYECKUX MTPOLIECCOB

MonenupoBanue Mopdoresesa oTpaxkaeT NOTPEOHOCTh B pa3pabOTKE THIOTE3
0 NPUYUHHO-CIe0CMBEHHbIX OMHOULEeHUAX B Pa3BUBAIOIINXCS cUcTeMaX. AOcTparupo-
BaHHME OT KOHKPETHOT'O MOJIEKYJISIPHO-OMOJIOTMYECKOTO COJEP>KaHUs MPOIIECCOB 103~
BOJISIET C MOMOILBIO MOJIENIM PACCMOTPETh NPUHIUITUAIBHYIO CXEMY BEPOSITHBIX CBS-
3eil coObITHIl MOpdoreHesa, OTKPbIBasi MEPCHEKTUBBI JIJISl MOCIEAYIOIIUX MOUCKOB
peabHbIX MEXaHU3MOB.

Bo3pMéM B KauecTBe mpumepa MOJIeNb pereHepanuu KoHedHocTu. CorjaacHo
ATON MOJIEIN PEereHepalus BO3MOXKHA, €CJIU MPOUCXOJIUT BOCCTAHOBJICHHE BCEX IO-
3UIMOHHBIX 3HAYCHUN KOHEYHOCTH. Y CJIOBUEM Hadajia BOCCTAaHOBUTEILHBIX MPOIIEC-
COB CJIYKUT KOH(DpOHTALMs MO3UIIMOHHBIX 3HAYCHUH, BO3HUKAIOIASI NP KOHTAKTE
KJIETOK, Pa3HOCTh TMO3UIIMOHHBIX 3HAYEHUU KOTOpBLIX OoJjblne equHullbl. KOHTakT
KJIETOK, KOTOpPbIE B HOPME APYT C JIPYrOM HE COMPHUKACAIOTCSA, COTJIACHO MOJAENH pe-
TeHEpAlNU, CIYKUT MPUUUHON MpoM@epanviu, YTO U CO3/1aeT MPEANOChUIKH K AIH-
MopdHO pereHepanuu. [Ipeamnonaraercsi, 4T0 HOBOOOpPa30BaHHBIE KJIETKH BOCCTa-
HaBJIMBAIOT YTPAYEHHBIN I'PAIUEHT MO3UIMOHHBIX 3HAYEHUIN B PE3yJIbTaTe€ MHTEPIIO-
JISIAY.

B xone wHTEpKamsuu KIETKU MPUOOPETAIOT YCpPETHEHHBIE MO3UIIMOHHbBIE
3HAYCHUS, TTPOMEKYTOUHBIE MEXIY MO3WIMOHHBIMH 3HAYCHUSIMU KOH(PPOHTUPYIO-
X kietok. IIporecc nHTepKansaIuy 3aKaHYMBAETCS TIOC]IE TOTO, KaKk BOCCTAHOBUT-
Csl TIOJTHBIN Psijl MO3ULIMOHHBIX 3HaUeHUM. [locnenyronias UHTEpHpeTaUs KICTKaMU
HOBBIX TMO3UIMOHHBIX 3HAYCHUM MpEeIonpeacssieT ACTCPMUHAIMIO U JTaIbHEHIITYIO
muddepeHmannio pereiepara.

Jloruky moI0OHBIX PacCy X IACHUNA MOXXHO MPUMEHUTh K aHAJIU3Y AKCIEPUMEH-
TaJIbHBIX JaHHBIX. MI3BeCTHO, HaTIpuMep, YTO MPU TPAHCIUIAHTAIIMN HA Cpe3 KOHEUHO-
CTM TapakaHa KyCOYKOB KOHEYHOCTH, MMEIOIIUX HWHBIE MO3UIMOHHBIE 3HAYCHHS,
MIPOUCXOJIUT UHTEPKATIApHAs pereHepanus (puc. 141), B Xxone KoTOpoil BocCTaHABIIU-
BaeTCsl UMEHHO Ta 00J1acTh, KOTOpasi B HEMOBPEXKICHHONW KOHEUYHOCTH PACIIOaraeTcs
MEXK]ly 3THUMH, MPUBEACHHBIMU TENEPh B KOHTAKT, 4acTsAMH. [lycTh mpokcHMOIu-
CTajJbHasi OCb KOHEYHOCTH, COCTOSIIEN U3 MOCIEA0BATEIBHO PACIOJIOKEHHBIX Ta3H-
Ka, BEpTIIyra, Oempa, TOJIEHU U JIAalKH, UMEEeT MO3UIMOHHbIe 3HaueHus oT 10 (Haubo-
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Jiee MpOKCUMalIbHAs 9acTh) J0 1 (Hambosiee aucranbHas dacth) (puc. 142). Ha ypo-
BEHb Cpe€3a KOHEUHOCTH C TMO3UIIMOHHBIM 3HAUYCHUEM & TPaHCIUIAHTHPYEM JUCTallb-
HYI0 00J1aCTh KOHEUHOCTH, JIMHUS pa3pe3a KOTOPOH Mpolia Mo KIeTKaM ¢ MO3HIHU-
OHHBIM 3HaueHHeM 4. B COOTBETCTBHM C YCIOBUSIMHU MOJEIU KOHPPOHTAIUS TKAHEH
C MO3UIIMOHHBIMU 3HAYEHUSIMU 4 U 8 BBI3OBET IMposHdepaluio KJIETOK, U COrIacHO
YCPEAHSIONIEH MOJIeIi HOBOOOpPAa30BaHHBIC KJIETKH MPUMYT CHayajia MpOMEXyTOoU-
HOE MEXy 4 U 8 MO3UIIMOHHOE 3HAYeHHE 6, a MO3/IHEE BOCCTAHOBSTCS BCE YTPAUCH-
HbIE 3HaYeHus 7, 6, 5. 'pagMeHT NO3MIMOHHBIX 3HAUYECHUI 110 HAIIPaBJICHUIO COOTBET-
CTBYET UCXOAHOMY TPAJUCHTY.

Jlpyroii pe3yabTaT OyaeT MOIydeH, €CJIM Ha Cpe3 KOHEYHOCTH B 00JIaCTH TIO3H-
IIUOHHOTO 3HA4YE€HUS 4 TPAHCIUIAHTHPOBATh KYyCOUYEK, OTPE3aHHBIM HA YPOBHE MO3H-
IIUOHHOTO 3HaueHUs 8. B 3TOM ciiydae aHamOrM4HbI€ MPOLIECCHl BOCCTAHOBIICHUS T1O-
3UIIMOHHBIX 3HAYCHUHA MPUBEAYT K (HOPMHUPOBAHUIO MHBEPTHPOBAHHOTO TPATUEHTA.
OO0pazoBaBiasics Mociie TPAHCIIAHTAIMU HOBAsl CTPYKTYpa B MPOKCUMOIMCTAILHOM
HaIpaBJICHUH OyJIeT MMETh MO3UIMOHHbIe 3HaueHus 10, 9, 8, 7, 6, 5, 4 (ypoBeHb cpe-
3a), 4, 5, 6, 7, 8 (rpaHuIia HOBOOOPA30BaHHOTO y4acTka), 8, 7, 6, 5, 4, 3, 2, 1 (mo3u-
[IMOHHBIC 3HAYCHHS TpaHCIUIaHTaTa). B oTiMuyue OT MepBOro OmbITa MOJSPHOCTD
Y4acTKa, BO3SHUKILETO B PE3yJIbTATE MHTEPKAJSPHON pereHepaluy, HE COBIAJAET C
MCXOJTHOM TOJIAPHOCTHIO KOHEUHOCTH. TakuM 00pa3om, 3Ta HECIOXKHAsI MOJIENb 00-
JaJaeT HEKOe MpeAcKa3aTeabHOM cuiloil. MOKHO Mpearnonararb, 4To OHa BbIpaxa-
€T, XOTS U B a0CTpakTHOU (popMe, KaKhe-TO CYIIECTBEHHBIE CBSA3U, KOTOPhIE UMEIOTCS
B PEaJIbHOCTH.

NN SN -

6

Puc. 141. Mojens MHTEpKaJISIPHOM pereHepalii KOHEUHOCTH TapakaHa (mo: Jonnaya, 2005): A —
ucxojHas cranus; b — ymanenne 4acTi KOHEYHOCTH C MTO3UIIMOHHBIMY 3HaYeHUsIMU 3, 4, 5; B —
CpallMBaHue MPOKCUMANIBbHOM U AucTabHON vacTeit; I — cragus nponudepannu (HoBooOpa3zoBaH-
HbIE KJICTKH TIOKa3aHbl TEMHBIM [[BETOM); J| — BOCCTaHOBIICHNE MTO3UIIMOHHBIX 3HAUeHHH 3, 4, 5
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Puc. 142. 3aBucuMOCTb NOJIAPHOCTH UHTEPKAISPHOIO pereHepara OT NO3ULMOHHBIX 3HAY€HHUH B3a-
MMOJICHCTBYIONIMX YacTel KOHEUHOCTH TapakaHa (1o: Jonaya, 2005): A — HOpManpHas KOHeu-

HOCTbh MOJIETIUPYETCSI KOHYCOM, pa3Hble YPOBHU KOTOPOTO UMEIOT MO3UIIMOHHBIE 3HAYeHHS OT 1 110

10; b — cxema nepecaiky IUCTaNbHON 001aCTH KOHEYHOCTH Ha MIPOKCUMAJIbHBIN cpe3; B — mepBblii
ATan BOCCTAHOBJICHHS TIO3UIIMOHHBIX 3HaYeHUl; [ — 3aBepieHre MHTepKAISIPHON pereHepaiuu ¢
BOCCTAHOBJICHHEM MMPOKCUMOIUCTANIBHOI ocu; [ — cxema nmepecajku Ha TUCTANIbHBIN cpe3 Oomee

MIPOKCUMAILHOM 00acTH; E — nHTepKansipHas pereHepaius ¢ i3MEHEHUEM TOJIIPHOCTH (TIOKa3aHo

BEPTUKAIBHBIMU CTPEIKAMH ), BOCCTAHOBJICHHE MMO3UIIMOHHBIX 3HAUEHU MYTEM yCpeTHEHUs

WL VN0

RNWARWVMONEE -GN

A 4

KoneuHo, MoaenupoBaHUe MO CBOEH CYTH SIBIIIETCA CXEMaTU3alUeu U yIpo-
IIEHUEM pealbHbIX MpoleccoB pa3Buthus. OHO, TEM HE MEHEe, IUIOJIOTBOPHO, IO-
CKOJIbKY TTO3BOJISIET aHAJTM3UPOBATH POJIb HHTEPECYIOMUX (PaKTOPOB MPH OTPE/IEICH-
HBIX YCJIOBHSIX. Byny4un BhIpa)keHHEM KaKOW-TO THIIOTE3bI, MOJIEbh 00JIer4aeT dKCIe-
PUMEHTAJIBHYIO IIPOBEPKY CHEIAHHBIX IPEAIONI0KEHU. BMecTe ¢ TeM MoaennpoBa-
HUE HUKOT/Ia HE 3aMEHsIeT HEOOXOIUMOCTH aHaIN3a KOHKPETHBIX MPOIIECCOB, JIexKa-
IIMX B OCHOBE U3y4aeMOTO SIBJICHUA.

Konnenuusa I, xoTs u poaunack u3 3akoHa Jlpwuiia, HO okaszanach Cyry0o
MO3aUYHON — «IO3UIIMOHHAS UH(OpMAIUs», COTTACHO aBTOPY, APOOUTCS HA HE3aBU-
CUMBIE IOPIIMY, BKJIAABIBAEMBIE MO OTIAEIBHOCTU B KaXAyr KieTKy. Kak pe3oHHO
ormeuaet JI. B. benoycoB, 3T0 MOXHO CpaBHUTH C OpUrafiol CTpouTeseld pabouux,
KQKJIbII U3 KOTOPBIX MO CEKPETY OT OCTaJIbHBIX MOJTYYUI COOCTBEHHOE 3aJJaHUE U HE
MOXET OT HETO OTKJIOHUTBHCS, AAXKE €CIU COCEl OTCYTCTBYET WM CHEJal HEBEPHOE
IBWKEHUE. FIMEHHO ¢ TAKMMU TPYIHOCTSMU U CTAJIKUBACTCA KOHUENUNs Bonbnepra.

Emé tpynnee ¢ mo3unuii Bonbnepra 0OBSICHUTH KJIACCHUECKHE dMOPHOHAIb-
HBbIE peryjisinuu. JIeHCTBUTENBHO, MPEANOI0KUM, YTO MBI CBS3aJId TOYKM OTCUETA
MO3UIMOHHON MH(OpPMALMKU C HEKOTOPHIMU MaTepUaIbHBIMU 3JIEMEHTAMH 3apO/ibl-
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ma. OgHaKO TIPH PETYISIIIUU, HAPUMED, IEeJIOTO 3aPOIbIIIa MOPCKOTO €Ka U3 TOJI0-
BUHKH OnacTysbl (cM. puc. 109), B3auMHbIE MMOJOXKEHHS BCEX €r0 MaTePHAIbHBIX TO-
YeK HEKOTOPBIM 00pa3oM HM3MEHSIOTCS (B pe3ylbTaTe CKPYYMBaHHUS MONIyCHEpHl B
cdepy). [Ipu perynsiuu u3 1/4 3apojpiiia OHA U3MEHSIFOTCS MHAUE, a PU PETYIISAIIUN
U3 TPYIIBI PACCHIMTAHHBIX 0JIACTOMEPOB OHU BOOOIIIE TIEPEMEIIAIOTCS OECIIOPSTOUHO.

2.3.6. 'omeo3uc ¥ roMeo3UCHbIE MyTALIMH

HckmountensHO BaXHBIM (pakTopoM (HOPMHUPOBAHUS TMATTEPHA M CO3TAHHS
MPOCTPAHCTBEHHOM MO3UIIMOHHON MH(pOPMAIUH SBISIOTCSA KIACTEPHBIE TOMEOOOKC-
conepkamme TeHbl, uiau Hox-rerpl. ICTOpus OTKPBITHSI ATOW CHUCTEMBI BOCXOIUT K
koHIy XIX cronerus, korna Y. beircon (1861-1926) onmcan sBaeHUE comeo3uca —
3aMEIICHUE B TIPOIIECCE PA3BUTHS OJHHMX OpraHoB apyrumu. Okazanock, 9TO HAPSTY
C JUCPYNTHUBHBIMU MYTaIlUsSIMHU, TPHUBOAIINMHA K HApYIICHUSIM Pa3BUTHS 3a4aTKa,
BIUIOTH JIO €r0 MOJIHOTO MCYE3HOBEHHUS, UMEETCSI OCOOBIN KJIacC TOMEO3UCHBIX MYyTa-
IIUA, XapakTepHas OCOOEHHOCTh KOTOPBIX COCTOMT B TEPEKIIOYEHUH OJHOM Ipo-
IpaMMBbI Pa3BUTHS Ha JIPYTYIO.

[TpuBeném mpumep. Y HEKOTOPHIX HACEKOMBIX, HAWJCHHBIX B CJIOSX, OTHOCS-
MIUXCS K KAMEHHOYTOJIPHOMY TIEPHOAY, OBLIIO YETHIPE KPbhljla, CXOIHBIX 11O MOp(hoIIo-
THH C KPBUIbSIMH HBIHE JKUBYIIUX BUIO0B. HO B OTIIMYHE OT COBpEMEHHBIX HACEKOMBIX
y HUX ObLTa, KpOME TOTO, IMapa KPHUIOBUIHBIX MPUAATKOB, WIIA MMAPAHOTAIBHBIX JIO-
MacTed, OTXOIANIUX OT CIIMHKHU MEPBOTO TPYAHOTO CErMEHTa. DTH JIOMACTH CUYHUTa-
JIUCh BO3MOYKHBIM CBHUCTECIIBCTBOM TOTO, YTO KPBUIbS BO3HUKIM KaK BBICTYMAIOITHE
HapYyXXy CKJIaIKku HHTeryMeHTa. OHM MOTJIM TTePBOHAYAIBHO CITY>KUTh OpraHaMHu, Io-
MOTAIOIIMMH HACEKOMOMY TUTAHHPOBATh. [ [pUMUTHUBHEIC MPU3HAKK — PACIIOJIOKCHHE
KPBLILEB Ha BTOPOM M TPEThEM TI'PYJIHBIX CETMEHTaX M HaJUUYHE MapaHOTAIbHBIX JIO-
MacTel — y COBPEMEHHBIX HACEKOMBIX OTCYTCTBYIOT. OJTHAKO OHH MOTYT BO3HUKATH B
pe3yJbTaTe TOMEO3MCHOM MyTaruu y Tapakana Blattella germanica. Cxoanoe romeo-
3MCHOE U3MeHeHHe onucaHo y D. melanogaster.

Jlpyrasi cieruieHHasl ¢ TOJIOM perieccuBHasi mytanus labiopedia omucana y
xpymaka Tribolium confusum. Y oco0eit, roMo- UM TEMU3UTOTHBIX 1O ATOM MyTa-
IIUY, JJAOWAJIbHBIC IIYIMKU TPEBpAIaroTCcsl B TPYIHBIC HOTH. Takoe TpeBpalicHue
HaOJII0/1aeTCs Kak Ha JIMUMHOYHOM, TaK M Ha B3pocioil cragun (puc. 143). I1pu stom
MIPOUCXOJNT TIOJTHASI TEePECTPOlKa, BIUIOTH JO PAa3BUTHS MYCKYJIATyphbl, OOBIYHO
uMmeronieics y Hor. OHaKo 3TH MBIIIIIBI, OYeBH/IHO, JIMIIECHBI HHHEPBAIIUU, TaK KaK
naOuabHBIC HOTH HETTOABUKHBI.
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Puc. 143. T'onossl HopmanbHO# (B) 1 MyTanTHOII - labiopedia (A) ocobeit xpymiaka Tribolium
confusum co crimunoii croponsl (mo: Daly, Sokoloff, 1965). IToka3zanbl 371eMEHTHI POTOBBIX YacTeH,
MPEBPAIIAOIINECS Y MyTAHTHBIX 0COOCH B KOHEYHOCTb. J{UCTaTbHBIC YACTH HOPMAIBHBIX I'YOHBIX
3JIEMEHTOB (II[YIHUK U TaJIbIIUTEpP) MPEBPAIIAIOTCS B OOBIYHYIO HOTY C BEPTIYTOM Ha MPOKCUMATb-
HOM KOHIIC U Tap3aJIbHBIMH KOTOTKAMH Ha JTUCTAIBHBIX KOHIIAX

2.3.7. Teopust pU3M0JIOTHIECKUX IPATAUEHTOB

B kadecTBe OJJHOTO M3 MPUMEPOB MOIMBITKUA LEJOCTHOIO MOAXOAA K PEIICHUIO
MopQoreHesa NpruBeIEM TEOPHIO C TOCTATOUHO J0JIT0M OHorpaduei.

Teoputo GU3NOTOTHIECKUX TPAAUCHTOB B Hauajie XX B. TIPEIIIOKUIT
Y. Yaiinea. OH oOpaTiil BHUMAaHKUE HA TO, YTO Y MHOTHX KMBOTHBIX (OCOOEHHO HHU3-
ITUX OECIO3BOHOYHBIX — YEPBEH, KUIIICYHOTIOJOCTHBIX) OOHAPYKUBAIOTCS 2paoueH-
Mbl UHMEHCUBHOCMY OOMEHA BEILIECTB, WU @u3uoiocuieckue cpaouenmsi.

BoisiBuTh paznuuust GU3MOJOTHUYECKON aKTUBHOCTU Pa3HBIX Y4acTKOB Tella —
T. €. HaJu4ue (PU3NOJIOTUYECKUX T'PAAUEHTOB — MOXHO IO YyBCTBUTEJIBHOCTH pa3-
HBIX 4acTell Tejla K Pa3jIMYHbIM NOBPEXKIAIOIINM areHTaM: KHCIoTaMm, Ieao4daM, Be-
IIECTBaM, MOJIABIIAIOIIMM JIbIXaHUE, OOJYyYEHHI0, MEXaHUYECKUM, TEPMHUUYECKUM H
Ipyrum BoznaencTBusM. Hanpumep, nomectuts nHdy3oputo Paramecium caudatum B
pactBopbl HCI, KCN, moaBepruyTh €€ neiiCTBHIO YIbTPaQHOICTOBBIX YUY HITH CO-
JepKaTh B YCJIOBUSAX HeAocTaTtka kuciopona (puc. 144). U xoTst opranusm Oyniert
OMBIBAThCS SAAMHU WM MOABEPraThbCs JEHCTBUIO JIydel CO BCEX CTOPOH, OTMUpPAHHE
ero OyzeT MPOUCXOJUTh B CTPOTO ONPENEIEHHOM HaIllPaBJIECHUU: PETUCTPUPYETCS Tie-
peaHe-3aqHUIl TPaJiMeHT YyBCTBUTEIBHOCTH, T. €. OTMUPAHUE KUBOTHOIO HAYMHAET-
Csl C TIEpeHEer0 KOHIa. AHAIOTUYHBIN pe3yJbTaT HAOIIOaeTCs B SKCIEPUMEHTaX C
rUApoH, miuaHapueil u ap. Takum 00pa3oM, TpaJUEeHTHI MOBPEKIAEMOCTH TKaHEH
pa3HbIMH (DaKTOpamMH COBMAAAIOT C T'PAJUEHTOM HWHTEHCHUBHOCTH OOMEHa BEILECTB,
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T. €. TPaAUCHT IMOBPCKIACMOCTH SABJISACTCS MAPKCPOM I'pa/IUCHTA MHTCHCHBHOCTHU 00-
MCHa BCUICCTB. Ot rpaarCHTBL O0OBIYHO OpPUCHTHUPOBAHBI KayaA0-KpaHHUaJlbHO, T. €. OT
3aJHCT'O KOHIIA K IICPCIHCMY. OTO U eCTh (bI/ISI/IOJIOI“I/ILICCKI/IG IrpaAuCHTHI ‘{aﬁnbna.
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Puc. 144. luddepennnanpHas 9yBCTBUTENLHOCTh Paramecium (mmo: Y. Yaiinn, JleBunu, 1926): A—
" — nefictBue ynpTpaduoneToBsix tyueii; [, 3 — MeTUI€HOBBII CUHUN BHICOKOW KOHIIeHTparuu; U,
K — KCI; JI, M — HegocTaTtok Kuciaopoaa

CornacHo 3TOM KOHLEMIHUU (PU3NOIOTHYECKUE TPAJUCHTHI YCTaHABIMBAIOTCS
paHblile, YeM HaurmHaeTcsi MopdoreHes u KietouHas nudQepeHipoBka U onpeens-
€TCsl IPOCTPAHCTBEHHOE PACIOJIOKEHUE MOCeIHUX. To ecTh Cyp0a 4yacTH 3apo/ibl-
m1a ecTh (PYHKIMS OT COOTBETCTBYIOIIETO €l YPOBHS (PU3UOTIOTHYECKOTO TPATUCHTA.

BoO3HUKHOBEHHE K€ CaMUX TPATUEHTOB OIPEIEIAETCS TE€TEPOre€HHOCTHIO
BHEIIHEN cpenpl. Tak, SUIEKIETKA U PAaHHHUE 3apOJBIIIN, KaK MIPABUIIO, PA3BUBAIOTCS
MIPU HAJUYUU TPATUECHTOB CHAOXKEHUSI MUTATEIbHBIMA BEIIECTBAMM, a’palluy U T. TI.
OTH TpaAuEHTbl MHOT/IA BOBHUKAIOT M3-3a TOTO, YTO SIMIICKIJIETKA TOJBKO OJHUM IIO-
JIOCOM MPUKPEIJIEHA K CTEHKE FOHA/Ibl WU K (DOJUTMKYJIIPHBIM KJIETKaM; pa3BUBAIO-
IIMECS BO BHEIIHEW Cpee AMIEKIETKU WM 3aPOBIIIN TAKKE HAXOASATCS B YCIOBHUSIX
HEPABHOMEPHOM a’pallii WM OCBELICHHOCTHU; HAKOHEL, HAa BCE OPraHU3Mbl OJIHO-
CTOPOHHE JIEHCTBYET cuiia TsbkecTh. JIFo6oe U3 3TUX YCIOBUI MM X COBOKYITHOCTH
MOXKeET, 0 Yalbay, «HaBeCTH» Ha SUIEKICTKH WM PaHHUE 3apOoAbIIu (PU3N0I0TH-
YECKUU TPAAUEHT. DTOT nep8uuHblil TPAAUCHT, KaK MpaBuiio, OyJeT COOTBETCTBOBATH
AHMMAaJIbHO-BEr€TaTUBHOW OCH SIMLA.

[Tox HEKOTOPBIM YIJIOM K 3TOMY T'PAaJUEHTy MOXET BO3HUKHYTb 8MOPUYHbIL
TPaJIMeHT, TaK)Ke CO3JaHHBIM BHEIIHUMH (dakTopamu. Hampumep, B SHUIIEKICTKE aM-
(¢bubuit Tako! rpaIueHT MOPOKIAETCS CIEPMATO30UIOM U UMEET CBOIO BBICIIYIO TOY-
Ky B obsactu ceporo cepna. Cuctema u3 AByX HECUMMETPUYHBIX TPAJUEHTOB CO3/1a-
€T Ha MOBEPXHOCTH c(hepbl HEKOTOPOE CKATSIPHOE MOJIe, B KOTOPOM Kaxaas rmapa To-
YeK, CHMMETPUYHAsE OTHOCUTENBHO TUIOCKOCTH, MPOXOAAIIeH yepe3 00a rpaaueHTa,
HUMEET CBOIO COOCTBEHHYIO OIpeneaEHHy0 KoopauHaty (puc. 145). dyHkiuei 3Toi
KOOPJIMHATBI U SIBISIETCA CyIp0a KIETKH, OKa3aBUICHCS B JaHHOW Touke cdepsl
(manpumep, 6y1acTyIbI).
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Puc. 145. Cxema nBoiHOTrO rpaaueHTa B sineknerke ampuoduii (mo: A. Jlanek, 1938): BepTukans-
HBIE€ CTPEJIKU HAIIPABIICHBI B CTOPOHY YOBIBaHHS KOJMYECTBA KEJITKA (OT BETeTAaTUBHOTO IMOJIIOCA K
aHUMAJILHOMY); KPUBBIE, CTYIIAIOIIHUECS K TOUKE Ceporo cepna (C.c.), ONpeaessitoT THIOTETUYECKHUI
JIOPCO-BEHTPANIbHBIN IPaIueHT

Ecnu urHopupoBath JIeBO-MIpaBble pa3auyius (Kak UMEIOIINE COBEPUIEHHO 0CO-
Oyr0 MPUPOJy WM YNPaBIIIEMblEe HEKOTOPHIM TPETbUM IPAJUEHTOM), TO MOJ0OHAA
IBYXTPaJIMCHTHAS] CUCTEMAa B MPUHIIMIIE JOCTATOYHA Il OMUCAHUS CKOJIb YTOJHO
CJIOKHOM MPOCTPAHCTBEHHOUN CTPYKTYPHI.

Takum o0pa3zom, U B JaHHOM BEpCHM CyJp0a 3JeMEHTa 00YCJIOBIIEHA €ro Io-
JIO’KEHHUEM B IIEJIOM, T. €. 3TOT IIOJAXO0JI TAK)KE COOTBETCTBYET 3aKOHY Jlpuiia.

BmecTte ¢ TeM, NMOCKOJIBKY NPUYMHON YHOPSAOYMBAHMS SIBISETCS BHEIIHSS
cpena, Ha IEpBbIM B3IV B JAHHOM Cydae HapylIaeTcs MPUHIMI CaMOOpPraHU3a-
uuu. Ho 3T0 He Tak, Tak Kak BHEIIHSSA CPela B JAHHOM CIIy4ae SIBJII€TCS JIMIIb TPUT-
repoMm Juist Moporeneza. Camoe ke Ii1aBHOE — HOPAAOK U MOCIEI0BATEIbHOCTh OH-
TOTeHe3a BHEITHEN cpeioil He 00yCIOBIICHBI.

Teopus Yaisima MpUBIEKAaeT CBOEH MPOCTOTOW M SICHOCTBIO M OIHUPACTCS Ha
MHOTOYHUCJIEHHbIE (PakThl. B ero padorax nepevyucisroTcss MHOTHE (PU3UOJIOTHYECKHE
IPAaJMEHTHl U CBSI3M MEXK]y MX HAPYLIEHUSIMH U MOCIEAYIOIUMUA MOP(POIOTHYECKH-
MU aHOMalMUsMHU. BONbIION WHTEpeC MNPEeACTaBIsSeT OJWH M3 YacCTHBIX BBIBOJOB
Yaiinga: BepxHUil (JOMUHUPYIOLIMI) KOHELl TPaJIMeHTa BBIIEISET HEKOTOPhIE (PaKTo-
PBI, TOJABIISIIOUINE PA3BUTUE TaKUX K€ (TOJOBHBIX) CTPYKTYP U3 JIPYTUX KJIETOK 3a-
popiia. OTO sIBICHHE «(PU3HOIOTHUECKON JTOMUHAHTHOCTH» OBbLIO MHOTOKPATHO
noatBepxaeHo (puc. 146). B HeKOTOpBIX ciiydasx HaiijeHbl BellecTBa (MHTHOUTOPHI
pa3BUTHUS), IEPEIAIOIINE ITO JICUCTBUE.
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Puc. 146. Perenepanus miiaHapuu U e€ orpaHuye-
uus (m0: Gosse, 1969): A — eciu yepBs pa3pe3aTh
MOIOJIaM, MIEPEIHUIN OTIE] HUKHEN MOJIOBUHBI
pereHepupyer rojoBy, B TO BpeMsl KaK BEpXHsIs
II0JIOBUHA PETEHEPUPYET XBOCT; OJIHA U Ta XKE
TKaHb MOXKET BOCCO3/1aTh TOJIOBY (€CJIM OHa pac-
10JIaraeTcs B IEPEIHEM OT/ENIE XBOCTOBOM YacTH)
WJIM XBOCT (€CJIM pacrioyiaraetcs B 3aJiHEM OTJIeje
roJIOBHOM 4acTu); b — ecnu uepsst pazpesats Ha
TPH YaCTH, CPEIIHSSA YacThb OyJeT pereHepupoBaTh
rOJIOBY U3 IIEPEIHETO OT/ENAa U XBOCT U3 3aJHETO;
B — ecnu cpennsist yacTh OyAeT CIAMIIKOM TOHKOM,
B HEll OyZeT OTCYTCTBOBATh IpaiueHT MopdoreHa
U pereHepanus 4epBs OyJeT UJITU C HapyIIeHHUsI-
Mu. I' — ecnu BTOpO# pa3pe3 MpoBECTHU C 3aJepiK-
KOH, CpeIHsIs UacTh, JaXKe TOHKasi, pereHepupyeT
HOPMaJIbHOTO YEPBsl, TOCKOJBKY 3aJEpHkKKa BO
BPEMEHH JIaCT BO3MOXHOCTh C(hOPMUPOBATHCS B
9TOW YacTU HOpPMaJIbHOMY II€pEIHE-3aTHEMY Ipa-
TUEeHTYy MopdoreHa

Ota Teopusi BeCbMa MOMYJIsIpHA B HUC-
CIEAOBAHUAX PA3BUTHS BBICIINX PACTECHUU,
MIOCKOJIBKY MX (POPMHPOBAHUE, HECOMHEH-
HO, MTPOUCXOJNUT O] BO3JIEHCTBUEM BEKTO-
pa rpaBUTALIUH.

U tem He MeHee paccMaTpUBaTh TEO-
puto Yaiinga Kak yHUBEpCAIbHOE 00bsICHE-
HUE NPOCTPAHCTBEHHON OpraHu3aluu pas-
BUTUSA Henb3s. lIpexne Bcero, dacto He
ylaercss OOHapyX UTh HEOOXOIUMOH, C
TOYKM 3peHus Yaiga, reTreporeHHOCTH
BHEIIHEW Cpelbl, OKPYXKAOUIEH SULEKIET-
Ky WIH 3apO/IbIlll, WIK e MopdoreHes mo-
CJIETHUX HE OPUEHTUPOBAH B COOTBETCTBUM C
ATOM TeTepOreHHOCThi0. CaruTrajibHasi IJI0C-
KOCTb B siIle aM(pUOMii MOYKET BO3HUKATh MPH
MapTEeHOIeHe3€ WM NPU BBEACHUM CIIEpMaro-

3017 TOYHO B aHUMATBHBIN MOJTIOC SHLIEKIIETKH; B 000X CITy4asiX OTCYTCTBYET BHEIIHHUIA
(haxTop, MOPOKIAFOIIMI BTOPOM IpaJMeHT. TeM He MeHee pa3BUTHE TaKWX 3apoJIbIIieh He
OTJIMYaeTCsl OT HOPMAJIHLHOTO. Jlareko He Beerja B XOJIe pa3BUTHsL YCTaHOBJICHHUE (DU3HOIIO-
TMYECKUX TPAJVMEHTOB MPEIIIECTBYET MOSBICHUIO MOP(OJIOTHYECKUX HEOIHOPOTHOCTEH:
BCTpEYaeTcs U 00paTHasi Mocye10BaTeIbHOCTb.

Mertabonudeckas GopMmynupoBka Yaiinga TPOUCXOAUT OYEBUIHBIM 00pa3zoM
W3 KEJIAHUS MPUBA3ATh JIUTCHETUYECKUN TPAJIUEHT K SKCIIEPUMEHTAIBHO HU3MeEpsie-
MOW BeIMYMHE. B TOU CTENeHu, B KOTOPON 3MUTECHETUYECKUE TPAJAUEHTHI CYLIECTBY-
10T U 337]a10TC OMOXUMUYECKH, TJI00AIbHAsE MHTEHCUBHOCTh METAa00IU3Ma SBIISICTCS

205



GbyHKIMEH 3TUX BETUYUH U UHOTJIA MOXKET OBITh OIpe/eieHa MO JOKAIbHON KOOPIH-
HaTe. OHAKO MOCKOJIBKY Peub 3[1€Ch UJET O Pa3MbITOW BEJIMYMHE, HECYIIEH OYEHb
Maso uH(opMaluu, 6110 ObI SIBHO HECEPHE3HO CB3BIBATH €€ C AMUTECHE30M B 1IEJIOM.
(He cnenyer 3a0biBaTh, 4TO JIIOOOH JOKAIBHBIH MOpQOTreHe3 TpedyeT TpEX rpaaucH-
TOB, @ HE OJHOTO...)

HecMoTpst Ha cBOM HEJOCTATKH, TEOPUS TPAJIUEHTAa UMEET OTPOMHBIE JJOCTOMH-
CTBa, KOTOPBIX JIUILIEHBI 00Jiee COBPEMEHHbIE TEOPUHU, OCHOBAHHBIE HA HJiee U30upa-
TEJIbHOW aKTHBauuu reHoB. Kak otmewaer kpynHenmmi mateMatuk P. Towm, «crapas
TEOpHsl UMEET TEOMETPUUYECKUN XapaKTep U C MaTeMaTUYECKOM TOUKU 3pEHUs CBH/IC-
TEIbCTBYET O MPUHIMITUAILHO MPABIIIBHON HHTYUIIUH aBTOPOBY.

2.3.8. Moaen TUCCUNIaTUBHBIX CTPYKTYP

Teopust GpU3NOIOrHUECKUX TPAJIUEHTOB ONMUPAETCA HA TPATULMOHHBIN (pu3no-
norudeckuii pyHaaMeHT. Jlasee Mbl U3JI0KUM PaAUKaIbHO MHOM MOIAXO/, OCYIIECTB-
JseMbIl B paMKax Oosiee 0O0IIEero COBPEMEHHOI'O HAYYHOTO KOHTEKCTA, MOCKOJBKY,
HaIlOMHUM, CAMOOPTraHU3alys OTKPBITOM CUCTEMBI — HE €CTh SIBJIEHUE CYyry00 Onolio-
rudeckoe. M moroMy camoopranuzanus OHOJOTMYecKas JIOJKHA pacCMaTpUBATHCS
KaK YaCTHBIM CIIy4ail caMOOpraHM3aluy Kak TaKOBOM.

Htak, B X0/1€ OHTOr€HE3a OpraHru3Ma CTpyKTypa U (popma HE MPOCTO U3MEHS-
I0TCSI, OHM BO3HMKAIOT. TO €CTh /10 Hayajla OHTOT€HE3a CTPYKTYpbl OyayIIero opra-
HU3Ma HE CyllecTByeT. B Xoje OMOIOrMueckoro OHTOreHe3a MPOUCXOIUT CTPYKTY-
pUpOBaHUE, BOSHUKHOBEHHE CTPYKTYPbI U3 OECCTPYKTYPHOI'O COCTOSIHUS, T. €. Xaoca.

Junamuyeckuii (I€TEPMUHUPOBAHHBIN) Xa0C — CJIOXKHOE HETMpEICKa3yeMoe
MOBEACHUE JACTEPMUHUPOBAHHON HEMMHEHHON cucTeMbl. OKa3aloch, UTO Jaxke Ipo-
CTBbIE CHUCTEMBI, COCTOAIINE U3 MAJIOr0 YUCJIa KOMIIOHEHTOB U JE€TEPMUHUPOBAHHBIC
MPaBUJIAMH, HE BKIIFOYAOIIUMHU 3JIEMEHTOB CIYYalHOCTH, MOTYT HPOSIBIIATH CIIyYau-
HOE TMOBEJEHUE, NOCTATOYHO CIIOKHOE M HENpEICKa3zyeMoe, IPUYEM CIIy4alHOCTb
HOCUT NMPUHLMIHNAIBHBIN, HEYCTPAHUMBIN XapakTep. Takoro poaa ciry4aHOCTb, He-
MIPEACKA3YEMOCTD PAa3BUTHS CUCTEMBI M TIOHUMAETCS KaK Xaoc.

JleTepMHUHMPOBAHHBIN Xa0C COYETAET NETEPMHUHUPOBAHHOCTh M CIyYalHOCTB,
OTPAaHUYEHHYIO IPEIACKA3YEMOCTh M HEMPEACKAa3yeMOCTh M MPOSBIAETCS B CTOJb
Pa3HbIX SBJIICHUSX, KAK KUHETUKA XUMHUYECKUX pEeaKUui, TypOyIeHTHOCTb KUAKOCTH
U rasza, reou3nyeckue, NOroJHbIe U3MEHEHHUs, (PU3HOJOTMYECKHE PEeaKUuu opra-
HU3Ma, TUHAMUKA TOMYJISINN, SMUIEMUN, COIMAIbHBIE SBJICHUS (Hampumep, Jaxe
KypC aKiui).

[Tpexxne pa3aensnu JeTepMUHUPOBAHHBIE CUCTEMBI, JIJIsl KOTOPBIX ObLT BO3MO-
’KEeH MPOTHO3 Ha JII000# 0Tpe30K BpeMeHH (I0I00HO MPOrHO3Y 3aTMEHMM COJIHIIA), U
CTOXACTUYECKHE CHUCTEMBI, KOTOPbIE MOKHO OXapaKTEPU30BATh JHUIIb CTATUCTUYE-
cku. Tenepp ke U3yyeH HOBBIN Kjacc 0ObEKTOB, (OPMAbHO E€TEPMUHUPOBAHHBIX,
HO C IOBEJEHUEM, IPOTHO3UPYEMBIM JIMIIIb HA OTPAHUYEHHBINA OTPE30K BPEMEHMU.

O6a mosroca — NOPsIIOK U XaoC — HE CYUIECTBYIOT B YUCTOM BHU/JIE, €CITU MTOHU-
MaTh YHOPSJIOYEHHBIE CUCTEMBI KaK MOJHOCTBIO PETYJISPHBIE, NETEPMUHUPOBAHHBIE
U TIPENCKa3yeMbI€, a HEYNOPSIOUYEHHBIE CUCTEMBI KaK COBEPILIEHHO HEPETYJISIPHBIE,
Cly4alHble, Henpeackazyemble. [[puMepoM cuCcTeM € BBICOKOW CTEMEHbIO MOPSIKA U
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CTAOMJIBHOCTU CIIY’KaT KPUCTAJIbl; Ha MPOTUBOIOJIOKHOM IOJIOCE PACMOIararTcs
TaKHe Xa0THYECKHE CUCTEMBI, KaK ra3bl, IJIa3Ma.

Ntak, HETMHEHBIE N1€TEPMUHUPOBAHHBIE CUCTEMBI, COCTOSIIIIME U3 HEMHOTHX
IPOCTHIX KOMIIOHEHTOB, MOTYT BECTH Ce€0sl HEYTOPSI0YECHHO, Xa0TUYECKH.

Xa0TUYECKUE CUCTEMBl YyBCTBUTEIIBHBI K MAJIBIM BO3JICHCTBUSIM, KaK Hayajlb-
HBIM, TaK U BO BCEX TOYKAX TPAaCKTOpUH. B XaoTHUUECKOM MUpE TPYIHO MPEICKA3ATh,
KaKye BapuallMi BO3HUKHYT B JJAHHOE BpeMs U B JIJAHHOM MECTE, OITHOKH U Heompe-
JIETICHHOCTD HapacTaroT SKCHOHEHIIUAJILHO c TECYCHUEM BPEMEHU.
3. Jlopent Ha3Ban 910 sBieHue dhdexrTom 6aboukn: 6ab0UKa, B3MaXUBAIOMIAs KPbI-
TbsiMH B AMOBE, MOKET BBI3BaTh JaBUHY A((PEKTOB, KOTOPHIE MOTYT JOCTUTHYTH
BBICIIIEN TOYKH B JOXKJIMBBIA Ce30H B MHIoHe3un. MTak, HEIMHENHbBIEC IETEPMUHHU-
POBaHHbBIE CUCTEMBI, COCTOSIIME U3 HEMHOTUX MPOCTHIX KOMIOHEHTOB, MOTYT BECTH
ce0s1 HEYOPSIA0YECHHO, XAOTHUCCKH.

2.3.8.1. Teopus oudypkarnmii u katactpod U OHTOTEHE3

CoBpeMeHHbIE IIPEACTABICHHUS O JUHAMUYECKOM, WIH JIETEPMUHHPOBAHHOM,
Xaoce Hepa3phIBHO CBSA3aHbI C Teopuel Oudypkanuii 1 katactpod.

budypxanuun (katactpodsl) mpeacTaBiIsIOT co00M pa3pbiBbl HENMPEPHIBHOCTU
MOBE/ICHUSI CUCTEM, OINHKCHIBAEMBIX INIAJKUMU (HETIPEPHIBHBIMU) (DYHKLIMSAMU; KaTa-
cTpoda — ckaukooOpa3HOe U3MEHEHUE, BO3HUKAIOIIEE B BUE BHE3AITHOTO OTBETA CH-
CTEMBbI Ha MJIABHOE U3MEHEHHNE BHEIIHUX yCIOBUU.

Tepmun «Oudypkanus» (pa3aBoeHue, oOpa30BaHHE BWIKH) yHOTpeOsseTcs,
KaK U «KaTacTpoda», Juisi 0003HAUYECHUSI KaYECTBEHHBIX NMEPECTPOEK PA3IUYHBIX CH-
CTEM NP U3MEHEHUHU NTapaMeTPOB.

OObIuHBIN puMep KaTacTpodsl, OudypKrauuu npeAcTaBiIseT coO0i NOBEACHHE
KaKOM-IM00 ympyroi KOHCTPYKIIMH, MO BO3JEHCTBUEM YBEIUYHBAIOIICHCS HArpy3-
KM BHE3aITHO, CKaYKOOOpa3HO IMepexoAdliei B Apyroe mnojoxenue (puc. 147), npu-
4yEéM HallpaBJICHHE BbIrM0a KOHCTPYKIIMH MTPeicKa3aTh HEBO3MOXHO.

P

Puc. 147. CneBa — mporu® KOJIOHHBI IPH MPEBLIIIEHUN KPUTHUECKOH Harpy3ku: P — nedopmupyro-
mas cuia, A — HampasiieHue aeopmanuu; crpasa — rpaduueckoe mpeAcTaBiIeHue oudypraruu
(mo: Manuuneukuii, 1997)

B caMbIx pa3HOOOpa3HBIX CHUCTeMaxX NMPU U3MEHEHUM 3HAUYCHUS «yMIpPaBJIsiO-
ei» MmepeMeHHON CHUCTeMa YXOJUT OT PaBHOBECHS, JOCTHUTrasi Mopora yCTONYMBO-
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CTH. DTO KPUTUYECKOE 3HaYCHHE HA3bIBAETCS TOUKOW OM(ypKanuu; B Touke Oudyp-
KallMM Y CUCTEMBbI TIOSIBIISICTCS «BBIOOPY», B KOTOPOM HEHM30CKHO MPHUCYTCTBYET 3JIe-
MEHT CIY4alHOCTH C HEBO3MOXKHOCTBIO TpPE/ICKa3aTh BBIOOP TPACKTOPHH SBOJIIOIIUN
CHUCTEMBI — BCIIOMHHMM 3IUTeHeTHYecKui Janamadt Yomauarrona (2.3.2). ITociemno-
BaTCJILHOCTh OM(YypKAIMi BO BPEMEHHU OMKCHIBACT MOP(OJIOTHIO ITOBEICHUS CHCTE-
MbI. [lo106HBIE MOCTIEIOBATEIBHOCTH MpUBEACHBI Ha puc. 148. OO6paTuM BHUMaHUE,
YTO 3Ta CXeMa MOYKET BOCIIPHHUMATHCS M KaK CXeMa JUBEPTHUPYIOIICTO (uiocenesd,
M KaK CXeMa IMOCJIeI0BaTeILHOCTH T depeHITHAINi B X0 oHmozeHe3d.

e — —

7
e

Puc. 148. [Ipumeps! nocienoBarensHoCcTel OMdpypKkanuii (mo: Manmuaenkwii, 1997)

Teopus katacTpod yka3bpIBaeT Ha HEKOTOPBIE OOIIME YEPTHI SBICHUN CKAYKO-
00pa3HOTro U3MEHEHHUS PeKUMa Pa3HOOOPA3HBIX CUCTEM B OTBET HA TUIABHOE M3MEHE-
HUE BHEITHUX YCJIOBHI: COYETAaHUE CIYyYalHOCTH M HEOOXOJIUMOCTH, JETEPMUHU3MA
U HETPEeJCKa3yeMOCTH, BOZMOKHOCTh BHIOOPA U3 HECKOJIBKUX PEIICHUN BOJIHM3U TOY-
K1 OM(ypKanuu, HEOKUJIAHHO CHIIBHOTO OTKJIMKA Ha ciaboe Bo3jaeicTBue (1 Hao0o-
poT).

CrueHapusM mepexoaa oT TopsaKa K XaoCy MPOTHUBOCTOUT CIICHApUH TIPOTHUBO-
MTOJIOKHOM HAMPaBIEHHOCTH — BO3HUKHOBEHHUE MTOPSIIKA U3 Xa0Ca, CAaMOOPTaHU3AIIHSI.

CaMoopraHu3anus — CHOHMAHHOE B03HUKHOBEHUE YNOPAOOUEHHO20 COCMOAHUSA
UU NOBEOEHUSL 8 CIIONCHBIX OMKPLIMbIX CUCTEMAX, NOSGNeHUe U3 HAYAIbHOU HeyNno-
PAOOUEHHOCMU OP2AHUZ08AHHBIX 8 NPOCMPAHCINGE U/UNU 8PEMEHU CIPYKMYD U Npo-
yeccog 6e3 Ynopsaoouuaroujux 6HEUHUX 8030eUCMEULl, UHAYE 2080Ps — POAHCOEHUe
Pe2VIAPHO20 NPEOCKa3yemMo20 NOBEOeHUsl 8 CIIOJNCHOU cucmeme, cOCmosawel u3 ae-
MEHMO8 C XA0MUu4ecKol OUHAMUKOLL.

Jlpyroe ompeneneHrne caMOOpraHu3aifm. npoyecc, 8 X00e KOmopo2o nammepH
Ha 2100anbHOM YPOGHE CUCMEMbl 8O3HUKAEM NYMEM MHO2OYUCIEHHBIX JIOKAIbHbIX
83AUMOOCUCMBULI KOMNOHEHMO8 HU3ULE20 YPOBHSL CUCIEMDL.

Urax, ouccunamuenas cucmema — 3mo OmMKpbIMas cCucmemd, Komopas. onepu-
pyem 80anu om mepmoOUHAMUYECKo20 pasrnosecusi. VIHBIMU CIIOBaMU, 3MO YCMOUYU-
goe  cocmosiHue,  BO3HUKAlOWEe 8  HEPABHOBECHOU  cpede  Npu  YCIo-
8UU duccunayuu (pacceusanisy) dHepeul, Komopas nocmynaem uzeHe. JluccunaTuB-
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https://ru.wikipedia.org/wiki/%D0%94%D0%B8%D1%81%D1%81%D0%B8%D0%BF%D0%B0%D1%86%D0%B8%D1%8F_%D1%8D%D0%BD%D0%B5%D1%80%D0%B3%D0%B8%D0%B8

Hasg CUCTEMa MHOTJA HA3bIBACTCs  €IIE€ CTAMOHAPHOM  OTKPBITOM  CHUCTE-
MOM WJIA HEPABHOBECHOU OTKPBITOM CUCTEMOM.

MoskeT 1M mpOoTeKaTh NPUMUTUBHBIM MOP(OreHe3 U CaMONpPOU3BOJIbHOE (HE
«CIIEYaThIBAEMOE» C HEOJHOPOIHOCTEW BHELIHEHN Cpefibl) YCIOKHEHUE CTPYKTYpPHI B
HEOMOJIOTMYECKHUX CUCTEMAX?

B nHacrosiiee BpeMsi M3BECTEH LEJBIA psAX Takux cucreM. VX xapakrepHoe
CBOMCTBO — JHEPreTUYECKAsT OTKPBITOCTh: CaMOIIPOU3BOJIBHOE BO3HUKHOBEHHUE, ITO/-
JepKaHNe YCTOMYUBOCTH U HEKOTOPAsi SBOJIONUS CTPYKTYp HAOIIOAAIOTCS JIHIIb TO-
raa, Korga CUCTEMa HENPEPBIBHO MOJYyYaeT SHEPruro u3BHe. 1Ipu a3ToM vacTe mocry-
IABIIEN dHEPruM paccenBacTcsa. [103TOMy BO3HMKAIOIIKME B TAKUX CHCTEMAX CTPYK-
TYpBI Ha3bIBAIOTCA ArccunatuBHbIMHE (OT JiaT. Dissipatio — paccesinue).

CHOHTaHHOE CTPYKTYpPHUPOBAHUE B YCIOBUAX IMPHUTOKA SHEPIHH U3BHE U3BECT-
HO yXe JIaBHO. KiacCHUecKMM NpUMEPOM MOXKET CIIYKUTh BO3SHUKHOBEHHUE SUEEK
benapa — BO3HUKHOBEHHUE YIOPSAIOUYEHHOCTH B BUJI€ KOHBEKTUBHBIX sfiUeeK B (opMme
UWIMHAPUYECKUX BAJIOB WM ITPABUJIBHBIX LIECTUIPAHHBIX CTPYKTYpP B CJIO€ BS3KOU
KUIKOCTU C BEPTUKAIBHBIM I'PAJUEHTOM TEMIIEPATYPHI, T. €. PABHOMEPHO IIOJAOTpE-
BaeMou cHu3y (puc. 149).

Puc. 149. Sueiiku benapa (mo: Pabunosuy, Ezepckuii, 1998): cneBa — oOmiwmii By,
crpaBa — pparMeHT

OmMH W3 TEepBBIX W HaumOoJiee XOPOIIO M3YyYEHHBIX MPUMEPOB 0Opa3oBaHUS
JTUCCUTIATUBHBIX CTPYKTYp — XUMHUecKas peaknus bemoycoBa—XKaboTtuHckoro. 310
THTT XUMUYCCKUX PEAKINi, MPOTEKAIINX B KOJICOATEIEHOM PEKUME, TP KOTOPOM
HEKOTOpbIE MapaMeTpbl peakiuu (I[BET, KOHLEHTpAIUsi KOMIIOHEHTOB, TeMIIepaTypa
U JIp.) U3MEHSIOTCS MEepUOJAMYECKH, 00pa3ys CIOXKHYK MPOCTPAaHCTBEHHO-
BPEMEHHYIO CTPYKTYpPY peakiuuoHHou cpenbl. (Kcratu, B CBOE BpeMs IpH MOSBICHUH
nepBoit myonukaruu b. T1. benoycoBa HaydHast 00111eCTBEHHOCTh OTKa3ajach BEPUTH
B CYILIECTBOBAaHUE TAKUX IPOLIECCOB.)

B HacTosiee Bpems moj 3TUM Ha3BaHHEM OOBEAMHSAETCS LENBbIA Kacc poj-
CTBEHHBIX XUMHUYECKUX CHCTEM, OJIM3KUX 110 MEXAHU3MY, HO Pa3IMYalOIINXCs UCTIOb-
3yembiMu KaTamusatopamu (Ce3t Mn?tu xommnekcel Fe?t, Ru?t), opranmyeckumu
BOCCTAHOBUTEISIMU (MaJOHOBasi KUCJIOTa, OPOMMAJIOHOBAs KHUCIIOTA, JIUMOHHAsI KHUC-
JI0Ta, 107109Has KUCJIOTA U JIp.) U OKUCTUTESIMU (OpoMaThl, MOAATHI U JIP.).
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https://ru.wikipedia.org/wiki/%D0%AF%D0%B1%D0%BB%D0%BE%D1%87%D0%BD%D0%B0%D1%8F_%D0%BA%D0%B8%D1%81%D0%BB%D0%BE%D1%82%D0%B0

[Tpu ompenenéHHBIX YCIOBUSAX 3TH CUCTEMBI MOTYT JAEMOHCTPUPOBATh OYEHb
CJIOKHBIE (bopMeI HOBEJICHUS: oT pEryJIsipHbIX NEPUOANUECKUX
710 XaOTUYECKHUX KOJeOaHUM U SBISAIOTCA BaXHBIM OOBEKTOM HCCIIEI0BAHUS YHUBEP-
CaJIbHBIX 3aKOHOMEPHOCTEN HEJMHEUHBIX CUCTEM.

Hanpumep, npu katanuzyemom noHamu uepus (Ce) OKUCIEHHUU JHMMOHHOU
KHUCJIOTBI OpoMaToM Kajiusi HaOJIOal0TCs CTOMKHE KOJEOAaHHs KOHLIEHTpAalMU Kak
moHoB Br, Tak u orHomenus Ce**/Ce3™.

Ecnu 3Ty peaknuo nIpoBeCTH B TOHKOM JBYXMEPHOM ciioe (Hampumep, B Yarll-
ke [leTpu), TO BOSHUKAIOT NPUIYJIUBBIC CIIUPAIGHBIC BOJHBI KOHIICHTPAIMA peart-
PYIOIIMX BEUIECTB, MOCTENEHHO PACTYIIUE U PACIPOCTPAHSIONINECS B CTOPOHBI (puC.
150). B nogo0HbBIX cucTeMax MPOUCXOIAT TAKKe KOIeOaH!s KOHIICHTPAIUH, IPHYEM
MOTYT BBIJICIUTHCA LIEHTPHI C HAUOOJBIIEH YaCTOTOM KOJICOaHU, KOTOPhIE OKAXKYTCS
«BENYIIUMU» (MCXOJAIIME U3 HUX BOJIHBI OynyT JOoMHHHpOBaTh). CoueTaHHe IMpo-
CTPAHCTBEHHBIX M BpPEMEHHBIX KOJIEOaHMM — XapakTepHas uyepTa AMCCHUIIaTUBHBIX

CTPYKTYP.

7
\

Puc. 150. Buemnuit Bua peakuuu benoycoa —)KaG0THHCKOTO B TOHKOM CJ10€

Hekoropbie aBTOpHI MOJararT, YTO SBJICHUS TAKOTO POJa UMEIOT HEMoCpe-
CTBEHHOE OTHOIIIEHUE K Ouosiornueckomy Mopdorenesy. OqHako mpaBujibHEE OBLIO
OBl TyMaTh, YTO JJI1 TOHUMAaHUsI OMOJIOTHYecKoro Mopdorenesa HauboJIbIlee 3Have-
HUE UMEIOT HE ATH SIBJICHUS CaMH MO cele, a co3/aHHas Il X OOBSCHEHUS MaTe-
MaTU4ecKasi TEOpHsl.

He3aBucuMo oT ynomsiHyThIX paboT B 1952 1. aHriumiickuid MaTteMmaTHhK
A. TbrOpUHT TPEIJIOKUII MaTEMAaTHYECKYI0 MOJIEh HEKOTOPOro adCTpakTHOro ¢u-
3UKO-XMMHUYECKOI0 MPOIecca, B XOJI€ KOTOPOIrO JOJKHBI BO3HHUKATh YCTOMYHUBBHIE
MPOCTPAHCTBEHHbIE (@  TaKKe  BpPEMEHHbIE) JIUCCUMATUBHBIE  CTPYKTYPHI.
B nanbheitiiem pabota TeiopunHra Oblia pa3BUTa UM YCOBEPILIEHCTBOBAHA IIKOJIOM
W. Tlpuroxuna B bproccene, mouemy pa3paboTaHHasi 3TOH IIKOJOW MOJENbHAs CH-
cTeMa IMoJly4nsia Ha3BaHue «OproCCensaTopy.

JlaHHast MOJEap UCXOOUT U3 COBEPIICHHO TMIIOTETHYECKOM CXEMBI CUHTE3a U
pacnajza BemecTB X U Y NMPHU HAIMYUHU aBTOKaTaIM3a BemecTra X.

[IycTs uMeroTCa HCXOAHBIE BellecTBa A W B, KOHIIEHTpaunyu KOTOpPBIX MOJ-
JEpKUBAIOTCS MOCTOAHHBIMU. [1ycTh, Nanee, BeniecTBo A npeBpamaercs B X:
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A—X,
a B, Bcrymnas B peakuuto ¢ X, ga€t Beniectsa Y u C:

B+X—Y+D.
Cunres X - IIponecce aBTOKATAJIUTUYECKUI
2X+YV—3X.
HaKOHeH, X CIIOHTAHHO pa3jdaracTcia, IpCBpaliasicCh B E:
A—E.

[Ipuanmaercs, uto D n E — KoHeuHbIE TPOAYKTHI, KOTOPBIE HEMEJIEHHO Yy/1a-
JSFOTCSL U3 TOrO cocyna (peakTopa), re NpOTEKAT JaHHbIe npouecchl. UMEHHO ux
HETIPEPBIBHOE YIAJIICHUE W BBIPAXKAECT TEPMOJUHAMHUYECKYIO HEPABHOBECHOCTH JaH-
HOW CHUCTEMBI.

B »TOli MoJen NMPUHIMIIMAIBFHO BaXKHO TMpearnonoxenne o nuddysun kak X,
Tak U Y BAOJb COCY/la — PEaKTOpa, KOTOPbIN MPUHUMAETCS OJJHOMEPHBIM, UMEIOIINM
BUJI TPYOKM WM 3aMKHYTOro Kojblia. CkopocTh Auddy3un mpornopiuoHaibHa KO-
adpunuenram quddysun DX uwam DY u BTOpo# NMPOM3BOJHOM OT KOHIICHTPALMH
JAHHOI'O peareHTa I10 JJIMHE COCY/Ia.

YpaBHeHnus TeropuHra I/IMCIOT BUJL

X= A+ X2Y — (B+1)X+D,+D

vaJ

= BX - X2Y+D, 2

KubeprneTndeckyro cxemy OproccensiTopa cM. Ha puc. 151:

Puc. 151. Cxema peakuuii «Oproccensropay (no: Ipuroxun, Ctenrepc, 1986)

['maBHOE CBOWMCTBO MPOLIECCOB, OMMMUCHIBAEMBIX STUMU YPABHEHHUSIMH, COCTOUT B
TOM, YTO UX PEIICHUS HEYCTONYMBHI K KOJICOAHUSIM KOHILIEHTPAIM MEeTa00IUTOB X U
Y, UMEIOLIUM OIpPECICHHYIO0 JJIMHY BOJIHBI A (CIIOKHBIM O0pa3oM 3aBHUCSIIYI0 OT
BBEJICHHBIX B YPaBHEHUE [TAPAMETPOB).

NHbIMU ciOBamu, €CIv HAKJIAJbIBATh HA CHCTEMY CKOJIb YTOJHO MaJjble KOJe-
OaHMs KOHIIEHTpAIUi C JUIMHOW BOJHBI A, TO OHM, BBUy BHYTPEHHUX CBONCTB TaKOU
CHUCTEMBI, 3aKPEMATCs, YCWISITCS M MPEBPATIATCS B JIOCTATOYHO yCTOMUYMBHIE (Cyllie-
CTBYIOIIIME U TMOCJIE CHATHUS BHEUTHUX BO3JCHCTBUI) KOJICOIIONIUECS WIIH CTallMOHAP-
HbIE JIUCCUTNIATUBHBIC CTPYKTYPHI (3aKOHOMEPHO PACIOJIOKEHHBIE MAKCUMYMbI KOH-
nentpauuii X win Y). Konebanus ke KOHIEHTpALUA ¢ IPYTUMU JUIMHAMU BOJIH HE
BO3OY/IAT TaKUX CTPYKTYp M YTacHYT, KaK TOJBKO MPEKPATUTCA MX TMojada u3BHE. To
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’Ke caMOe CBOMCTBO MO>KHO BBIPA3UTh Tak: cUCTeMa ThIOpHHra criocoOHa cO3/1aBaTh
CTPYKTYpHI U3 11yma. JIeiCTBUTENBHO, €CIIM HAJIOKUTh Ha TaKyl0 CUCTEMY «KOHIEH-
TPALMOHHBIA LIyM», T. €. KOJeOaHHs KOHLEHTPALUN JTHOOBIX MPOU3BOJIBHBIX JJIMH
BOJIH, TO CUCTEMA «BBIOEPET», YCUIIUT U CHETAET YCTOMUYMBBIM KOJIEOAHUE C IJTMHOU
BOJIHBI A, a Ipyrue KojieOaHus yracHyT cpa3y K€ I0CJIe CHITUS BO3JICHCTBUS.

Hpyrumu cioBaMu, OprOCCENATOP CIOCOOEH K CIIOHTAHHOM (HE ompenensieMoi
OJIHO3HAYHO BHEIIHUMHU BO3MYILIEHUSMHU) TPAHCISIIIIOHHON TUCCUMMETPU3AIINH.

C nomorpio Moaenu ThiopuHTa OBIJIO MPEANPUHATO HEMAJIO MOTMBITOK 00BsC-
HUTH MOpP(OTEHETHYECKHE MPOIECChl, 0COOCHHO CBS3aHHBIC C BOZHUKHOBEHHEM Iie-
PUOJUYECKUX CTPYKTYp (ME30J€pMaJIbHBIE COMUTHI, Majblbl KOHEYHOCTEH, IIIETUHKU
Ha MOKpPOBax TeJla HACEKOMBIX, IMSATHUCTBIN MM MOJIOCAThI PUCYHOK IOKPOBOB Te-
na).

Knaccuueckum, OJHUM U3 NEPBBIX, IPUMEPOM MOAOOHOU Ouoocuieckou ca-
MOOpPTaHU3alMK CTajla y)K€ YINOMMHABIIAsCS arperanus MUKcCamEéO akpaznoMHIIETa
Dictyostelium (2.1.11). Kak u3BeCTHO, arperupyromiie KJICTKH JBHKYTCS B HaIpaB-
JICHUM BO3pacTaHUs KOHIIEHTpAlUK aTTpakTaHTa — TAM®; KJIeTOYHbIA HCTOYHUK aT-
TpakTaHTa CTAHOBUTCS [IEHTPOM arperamnuu. Arperaus MpoucXoIUuT HEPaBHOMEPHO,
¢ (OopMHUPOBAHHEM KOHIIEHTPHUECKUX WM CIIUPATBHBIX BOJH KIETOK, T.€. TPOCTPaH-
CTBEHHO-BPEMEHHOM YNOPSAOYEHHOCTH BOKPYT LIEHTPOB arperauu (puc.152). B cu-
CTeME arperupyronmx aMm&éd ¢ HECKOJIbKUMHU IIEHTPAMU MPUTSHKEHHUS MEXIy HUMHU
BO3HHMKAET KOHKYPEHIUS; BCSA 00JIaCTh OKA3bIBAETCS pa3[eiI€HHOW HA YYacTKH, CBS-

3aHHBIC C 9TUMHU LICHTPAaMU.
‘;%:’ zfgw}y‘*y/m j% Y

‘\
,\\N ,4,/ //}’ 2
;, ’ '_u".

Puc. 152. [locnenoBateabHOCTh CTPYKTYpHpOBaHUs nonysiun améd Dictyostelium
(mo: Lackie, 1986)

Htak, B Xo/e OMOJIOTMYECKOW CaMOOpraHMU3allid HEJIWHEWHbIC B3aUMOJICH-
CTBUSI BJIEMEHTOB MOTYT BECTH K CIIO)KHOMY W HEOXUIAHHOMY IOBEIACHHUIO UX CH-
CTEeMbI C (POPMUPOBAHUEM YIIOPSTOYCHHOTO B MPOCTPAHCTBE WM BPEMEHH MAaTTEpHA
Ha 0a3ze XaoTUUYECKOW TMHAMUKU OTJICJIbHBIX AJIEMEHTOB CUCTEMBI.

Opnna u3 Hambosiee pa3paboTaHHBIX Mojeiel MopdoreHe3a, OCHOBaHHBIX Ha
npuHuunax TeropuHra, npuHamiexxut A. I'upepy u X. Meitnxapary.
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[Tpu 3TOM aBTOPHI TaKXKe€ MUCXOAMIA W3 TUMIOTE3bI, YTO Kakaast MOPGOIoTHye-
CKasl CTPYKTypa OpraHuM3Ma BO3HUKAET Ha OCHOBE paHee MOSBUBILETOCS KOHIIEHTpa-
[IMOHHOT'0 MaKCHUMyMa BeliecTBa (MopdoreHa), KOTOPBIM cuuTaeTcs crenuduyecKum
PEAIIECTBEHHUKOM 3TON CTPYKTYPBHI.

ABTOpPBI IOCTYJIUPYIOT HATUYUE ABYX MOP(MOTEHOB: akmusamopa a u uHeubu-
mopa h; T. e. IepBBI aKTUBUPYET MPOIIECC, a BTOPOH MOAABIACT ero. X KuHeTHka
OMKCHIBACTCS YPABHECHUSMM

da a? 9% .
a — PO At Dag
oh 02

2
E-l‘ Ba“ - O-h+Dhﬁ'

31ech p BhIpaXKaeT MOCTOSTHHYIO (0a30BYI0) COCTABIISIONIYIO CKOPOCTh CHHTE3a
2

aKTUBATOPA; C% — HEJIMHEMHBIN YIEH, ONMCHIBAIOIIMN KBaJAPATUYHBIA aBTOKATAIIN3
TOT0 k€ MOp(oreHa, a ujieH ua — ero CoHTaHHbIN pacnaj. [locienHue wieHsl 060ux
ypaBHEHUH BbIpakaroT Huddy3uto Mo MpOoCTPAHCTBY OpraHusMa (MMEIOIIETO JUIIIb
OJIHO CYILIECTBEHHOE M3MEpPEHUE) COOTBETCTBEHHO aKTHWBATOpa M MHruouropa. s
paboThl MOJAENN NPUHIMIHAIBHO JOMYIIEHHE, 4T0 KOd(pPuiuent nudPy3un uHru-
OuTopa 3HAYUTEILHO OoJbie Kodddunrenta AudPy3un akTuBaropa.

Kunernka HHrHOMTOpa OMMCHIBAETCS MPOIIE: MPUHUMAETCS, YTO OH KaTalIU3H-
pyeTcs aKTMBaTOPOM COIJIACHO PeakLuu 2-ro nopsaka (wieH Ba?), coHTaHHo pac-
najgaercs (4ieH oh) U, Kak y>XKe TOBOPUJIOCH, OTHOCUTENIBHO OBICTpO AudPyHIAHpYyET
10 CHUCTEME.

Hcxoanble ycaoBUs 17151 MOJENN — JIMOO MIaBHOE T'PAJUEHTHOE pacipeieieHue
aKTUBAaTOpa, MO0 ero paBHOMEPHOE paclpeeNieHre BA0Ib opranu3Ma. B mocneanem
ciiydae HeoOxonrMMa XOTsl Obl O/IHA JOKallbHasl (DIyKTyalusi KOHIIEHTPAllM aKTHBa-
Topa. B 006oux ciydasix B 06acTu Jake HE3HAUUTEIBHOTO MPEBBIICHUS KOHIICHTpa-
IIMU aKTMBATOpa HaJ OKPYKEHHEM dTa KOHIIEHTpalus U Janee OyaeT pacTu ObIcTpee,
4YeM B IPYyTUX TOUKax. B 3ToM ke MecTe HauHET pacTy U KOHIICHTpAIUsl HHTUOUTOpAa,
MOCKOJIbKY OH TaK)Ke KaTanu3upyeTcst akTUBaTOpoM. OHAKO B CUITY MTOCTYJIUPYEMOM
Oosiee ObicTpo U dy3un HHTHOUTOPA IO CHCTEME MUK €r0 KOHIICHTPAIIMK HAaYyHEeT
«paCITBIBATHCS» M CO37aBaTh HA HEKOTOPOM MPOTSHKEHHHM «00JIaKO 3ampeTay, T
KOHIICHTpAIUsl aKTUBATOpPA MOJHATHCS HE MOXET (3HaMeHaTesb h BO BTOPOM HJICHE
npaBoil yactu 1-ro ypaBHeHus ). JIuiip Ha Kparo 3TOro o0jaka, rjae KOHIEHTPaLUs
aKTUBaTOpa BHOBb HAYHET PACTH, U BO3HUKAET CICIYIOIINHA €T0 MUK, 32 KOTOPBIM TO-
clIelyeT BTOPOS HHTHOMTOPHOE 00JIaKo 3ampeTa, U T. 1. (puc. 153).
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KoHueHTpaLuA

dmHa peaxTopa
Puc. 153. Pacnipeaenenne akTHBaTOpa U MHTHOMTOPA BIOJIb OCH PEAKTOPA COTIIACHO MOJIEIH
I'upepa—Meitaxapara (no: Meinhardt, 1982): 1 — aktuBarop; 2 — HHTHOUTOP

Takum obOpazom, mozaenb ['upepa—MeiiHxapaTa UMHUTHPYET OOpa3oBaHUE Ce-
pUU PA3BUHYTHIX B MPOCTPAHCTBE «KOHIICHTPAIMOHHBIX CTPYKTYpP», UCXOHS U3
Ha4aJbHOIO TUIABHOTO IPaJUEHTa WIK BOBCE OJHOPOJHOTO cocTosiHuA. Hamumo uc-
THHHAs CaMOOpraHu3alus, CaMOYCIIO)KHEHUE CHCTEMBI. B kakoi mepe, onHakKo, Ta-
KOM croco0 OTpakaeT peasibHO JEeUCTBYIONIUE OMOJIOTHYECKUE MEXaHU3MBI?

Hauboiniee BeposTHO moJiaraTh, YTO MEXaHU3MbI, MOJOOHBIE BJIOXEHHOMY B
JaHHYI0 MOJIEJIb, UMEIOT OTHOLIEHUE K HamOoJiee rpyObIM, MaKpOCKOIIUYECKUM TH-
naM Mop(}OJOTHYECKOTO PACWICHEHHs, HAIPUMEDP, K PACIIOIOKEHUIO MTOYEK THUAPO-
UJTHBIX TIOJIUIIOB HA CTOJIOHE WJIM JIUCThEB Ha cTebsie pacteHus (puc. 154). Ho ecnu
NEePEXOIUTh K 00JIee TOHKUM IpoLeccaM, TO OCHOBHOM MCXOJHBIIN MOCTYJIAT MOJIEIH
— COOTBETCTBUE KAXKIOW MOPQPOJOTUUYECKOW CTPYKType MPEIIECTBYIOLUIETO €i
«Mop(horeHa» — CTAHOBUTCSI HEMPABIOMO00HBIM.

TakumMu MOJENSIMU HE YUYUTHIBAETCS POJIb KJIETOYHBIX CTPYKTYP U KJIETOUHBIX
B3aUMOJICUCTBUI B MOpGOTEeHEe3€e, CBO/IS BCE K XMMUYECKOM «mpeapa3merke». Ho na-
JIEKO HE BCErJa BO3HMKHOBEHHUIO KAKOro-JIMOO OpraHa MpeIlIecTBYET €ro JAeTanbHas
XUMHUYECKasl «Ipeapa3sMeTKay. Jlaxke eciii OHa U CYIIECTBYET, TO €€ MpeoOpa3oBaHue
B pEaJbHYI0 F€OMETPUUYECKYI0 (OpMYy — ClelHalIbHAsg NpoOiieMa, KOTOPYIO JaHHBIM
KJIacC MoJieJiel He 00CYKIaeT.

jGians
7T
1

/

e

Puc. 154. ITocnenoBaTenbHbIE TaAIIbl 3aKJIAJKH JINICTHEB PACTEHUS COIJIACHO Mojenu | upepa—
Meituxapara (mo: Meinhardt, 1982): mpeanonaraercs, 9To KaXXJIbIii MOCIEYIOMNN JTUCT COOTBET-
CTBYET MAaKCUMYMY KOHIICHTPAIIUU aKTUBATOPA
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3. COOTHOUWIEHHUE OHTO- U ®UJIOT'EHE3A
IBOJJIOIIMOHHAA BUOJIOI'US PABBUTUA

BaxxHO moIuepKHYTh, YTO cielU(UKON MpeAMETa UCCIIEOBAHUS HACTOSIIIETO
pazJiena sBJIIEeTCS HE MPUBBIYHOE U3yUEHHUE U3MEHEHHUS U MTPEEMCTBEHHOCTH TEX WM
UHBIX CTPYKTYp U UX (YHKIUH, a U3y4eHUE U3MEHEHUS, T. €. dBOJIOLMUH, X0/1a, TO-
CJIEI0BATELHOCTH UX (DOPMUPOBAHMSL.

TpagumMoHHO  3TO  OCYHIECTBISIOCH ~ MOCPEICTBOM  CPaBHUTEIBHO-
AMOPHOIOTUYECKOTO METOA, T. €. 3aJ]a4eil TaKol CPaBHUTEIbHO-3BOIIOIMOHHOMN M-
OpHOJIOTHY SBIISIETCS BBISIBJICHHE TE€X AJIEMEHTOB M 3aKOHOMEPHOCTEW OHTOTeHE3a, OT
KOTOPBIX 3aBUCHUT XOJ1 SBOIOIIMOHHOTO MpoIiecca. DTO OIpeiejeHHE MOApa3yMeBaeT,
YTO MPOLIECCHI OHMO2eHe3a NEPBUYHbL, @ X0 IG0NIOYUL GMOPpUYeH Y 3aBUCUT OT HUX.
Hanmomuum (cM. 9acTh mepByr0), 4TO Tak aymanu He Bcerma. Mmenno: D. ['exkenb
yTBEpKAAJl IPSIMO MPOTUBOIOJIOKHOE: «...pUJIOTEHE3 €CTh MEXaHWUYEeCKas npuuuHa
OHTOTeHe3a». VIMEHHO OH XECTKO yBsi3aj 3TH JBa, Ka3aJoCh Obl, COBEPILEHHO pa3-
HBIX sBiIeHUS (puc. 155) (4T0 mMoapoOHO paccMaTPUBAIOCh B HCTOPHUECKOM OUEPKE
gactu |).

Puc. 155. 3apoasiiy psIObl, KypHIIbl, KOPOBBI U Y€JIOBEKa HA PAa3HbBIX CTAUSAX PA3BUTHUS
(mo: Haeckel, 1879)

[TpuHIIMTIHATBFHO WHYIO TOYKY 3pEHHSI OJHUM U3 mepBbiXx Bhickazanl A. H. Ce-
BepIOB: «DWIOTEHETUYECKUE U3MEHEHHS CTPOSHHUS B3POCIBIX OPTaHOB MPOUCXOISIT
MyTEM U3MEHEHUS X0/1a SMOPHOHATIBLHOTO Pa3BUTHS dTUX opraHoB. DUIIOTEHE3 SIBIS-
€TCsl, TAKUM 00pa3oM, (hyHKyuell OHTOTCHE3A.

HakoHer, 3a ucTeKIHUe ¢ TEX MOpP MHOTHE JECATHUIICTHS COOpaH OTPOMHBIN
MAacCHB JTaHHBIX O MOJICKYJISIPHO-TCHETHUYECKMX MEXaHHW3MaX OHTOTEHE3a, KOTOphIC
TOXE TPEOYIOT YBSI3KH KaK C OHTO-, TaK U (DUIIOTEHE30M.
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Paznen Onomoruu pa3BuTHs, KOTOPBIN HCCIIEAYET 3Ty MpoOIeMy, U Ha3bIBAIOT
OBOJIIOIIMOHHON OHooruedl pasButus (WM, KaKk ceiddac HWHOIJA TOBOPSAT — «evo-
devo» — ot anri. «evolutionary developmental biology»). Kak o6pa3uo Beipasuiics b.
Xomn: «Evo-devo oxBaTeiBaeT BCE, YTO COMCPKHUTCS B YEPHOM SIITHKE MEKIY T€HO-
TUIIOM U (PCHOTHUIIOMY.

3.1. IBA IIOJIXOJIA K DBOJIIOLIMA OHTOT'EHE3A

Crnenys JI. B. benoycoBy, MOXHO c(hOpMyTUpOBaTh JIBa BAXKHEUIITUX MOAXOAA
K 3BOJIIOLIMMA OHTOT€HE3a — YCIIOBHO T'OBOPSI:

1) eenoyenmpuueckuii n

2) mopghoyenmpuueckuii (6oyee TpaTUITUOHHBIH ).

[ToHATHO, YTO AJIA TOrO YTOOBI KaKWe-TMOO M3MEHEHUs XO0/1a Pa3BUTHUSl HEKO-
TOPOTO BHJIa MPUOOPENTN SBOIIOLMOHHOE 3HAYEHHE, OHU JIOJDKHBI NEPENaBaThCs M0
HacyencTBy. OHTOreHe3 KOHBEPTUPYET I€HOMHYIO MH(OpMalMio B (EHOTHUII, U €ro
reHepaTUBHbBIC MTPaBUJla OMPEACIISIOT COOTHOIICHUE TeHOTHUNA U (PEeHOTHUIIA.

CnenoBaTenbHO, TJABHBIM COJCPYKAHUEM 3BOJIOLMOHHOW 3MOpPUOIIOrUU
JIOJIKHO OBITh COTOCTaBIICHUE 2€HOMOB CPAaBHUBAEMBIX T'PYII KUBOTHBIX IO CIEIY-
IoleMy npuHIUIy: yeM Ommke ctpyktypsl JJHK paccmaTtpuBaembix rpynn wind BH-
JIOB, TEM DBOJIFOIIMOHHO OJIMKE JOJIKHBI OBITH 3T TPYIIIIBI I BUABI MEXIY COOOiA,
1 HaoOOpoT. VI3MeHEeHUs B OHTOI€HE3€, OMHMCHIBAEMbIE TPATULIUOHHBIMU MOP(OIIO-
TMYECKUMU (HET€HETUYECKUMHU) METOAAMH, JOJDKHBI OBITh, COIVIACHO TAKOW TOYKE
3pEHUs, MPSIMBIMUA U OJJHO3HAYHBIMH CJICICTBUSIMU T€HETUUYECKUX MEPECTPOCK. ITO U
MOYKHO Ha3BaTbh 2€HOYEHMPUYECKUM TIOIXOJ0M.

B kpaiineit ¢popme TeHOLICHTPUUECKUNM B3I «BUIUT» IBOJIOLUIO KUBBIX
(GopM Kak peruIMKaluio U COBEPIIEHCTBOBAHUE I'€HOB, a OPraHU3Mbl — KaK HOCHUTE-
JIeH, MEpEeHOCUYNKOB I'eHOB. IIpenenbHo BbIpaKEHHbIE TEHOLEHTPUYECKUE MPEACTaB-
neHust chopmynupoBanbl P. JlokuH3oM: ghenomunuueckuii s¢hghexm 2ena gviHocumcsi
3a npedenvl opeaHu3Ma, BKIIOYAs, HAIPUMEP, MOCTPOSHHBIN JTUYMHKON pydeHHHKA
JIIOMUK, MMAYTUHY TayKa, KOJUIEKTUBHO CTPOSIIIMECS MYPAaBEHHUKH, TEPMUTHUKH, YTO
U CO37aET «PaCIIMPEHHBIN (DEHOTHUII.

[Tpu sTOM HccrenoBaHUE MOJEKYJISIPHO-TEHETHUECKUX MEXaHHU3MOB 3MOpHO-
HaAJILHOTO Pa3BUTHUsI OOHAPYKUIIO cBOeoOpa3Hblil nmapagokc. CyTh €ro COCTOUT B TOM,
41O BCE MHOTOOOpasue (popM pa3BUTHSA KUBOTHBIX, MPUHAJIEKAILUX K MOP(}OIOTH-
YECKU Pa3JIMYHBIM THUIIAM, YACTO KOHTPOJIUPYETCS U HANPABISAETCA T€HAMU, CTPYKTY-
Pa KOTOPBIX B BBICIIEW CTENIEHN KOHCEpBAaTUBHA.

B coBpeMeHHON OHMOJOTMHM KPUCTAIIM3YETCSl HOBasl Mapajurma >SBOJIOIUU,
BKJTIOUAIOIIAsl MPU3HAHKUE BAXKHOU POJIU InuceHemuueckux (PakTopoB U MEXaHHU3MOB.
CornacHo 3TOW KOHIEMIHWH, T€Hbl B PAa3BUTUM MHOTOKJIETOYHBIX JKMBOTHBIX MpPEI-
CTaBJSIOT COOOM WMHCTPYMEHTHI, IJis (PYHKIIMOHUPOBAHUS KOTOPBIX HEOOXOIUMBI
AMUTCHETHYECKUE WHCTPYKIIMU; UMEHHO JMHUTCHEeTHYecKass WH(opMaIus JTOMOJHSIET
PETYIAINI0 Ha YPOBHE NU(PPepeHIINanbHON aKTUBHOCTH SKCIPECCUU T€HOB. JIHTe-
HETHUYECKHE MEXaHW3MbI, BKIouaromniue metuwiaupoanue JIHK, mMomudukanum ru-
ctoroB, MukpoPHK u PHK-untepdepeniuto, npuHIMAiOT y4acTHe B PETYJISIINHN pe-
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ka1 penapauun JIHK, Tpanckpunuum u TpaHCHSIUUA, COOPKE HYKIEOCOM,
3aIIATE TEHOMA OT YY>KEPOJHBIX JIEMEHTOB U B JPYIMX BaXHEHIINX BHYTPUKIETOY-
HBIX IIPOLIECCAX.

[TockonpKy reHOM OpraHu3Ma He CIocOO0eH (PYyHKLIHMOHHPOBATh U 3BOJIOLUO-
HUPOBATh BHE (PEHOTHUMHUYECKON «OOOJIOUKH», OCTAETCS MPUHATH MOCTYJIAT 3BOJIIO-
IIMOHHOTO 0TOOpa IEIOCTHOIO KOMIUIEKCA F€HOTHUIT-(DEHOTHI, YK€ CO3JaHHOIO 3BO-
JrOLMEN, KOTOPBIN MPOAOIKAET OIBEPTaThCs N3MEHEHHUSIM U OTOOPY Ha BCEX CTaU-
X OHTOT€HE3a MHOTOKIJIETOYHOTO OPraHU3MaA.

[IpumeHeHre B T€YEHHE MOCIEIHUX JCCATHICTHI 3TOr0 MOAX0Ja U OJHOU U3
€ro pasHOBHUIHOCTEN — Tak HaspiBaeMol /IHK-cucremaTuku — npuseno k nenomy ps-
Ay BaXHBIX pe3ynbTaToB. OJHAKO HEMAlIO M3 HUX OKa3alHCh MapaJOKCATbHBIMHU C
TOYKH 3PEHHS TPATUIIMOHHBIX MOAXOJ0B U KOH(PIUKTHBIMU C HUMH: HaIllpuMep, IO
TEeHETUYECKUM KPUTEPHUSIM POJICTBEHHBIMHM OKAa3bIBAIOTCS TPYIIIbI OPraHU3MOB, 0
CHX IIOp TAaKOBBIMU HE paccMaTpUBaBIINECS, U HA00OPOT.

OnHako «JI1000BOE» 2eHemuyeckoe CXOACTBO HEKOTOPBIX CHCTEMaTHYECKHX
IpyNI U CXOJCTBO 9IMOpuosocuyeckoe U mMopgonocuueckoe — BEIIM pa3HbIe, HEIO-
CPEICTBEHHO JPYT K ApYry HE CBOJUMBIE.

OTcrona cineayer, 4TO paccCMaTpUBaTh HBOJIIOLIMIO OHTOTEHE30B C YHUCTO 2eHe-
muyeckux TO3ULUN JOBOJIBHO PUCKOBAHHO: NMPHU TaKOM IOAXOJAE YTpauyMBaeTcCs Ta
CTpoitHast 0a30Basi CPaBHUTEIBHO-IBOJIIOIMOHHAS KapTHHA, KOTOpas OblLia co3maHa
TpyZAamMu SMOPHOJIOTOB-KJIACCHKOB U Ha KOTOPOH, B OOIIEM-TO, M TIOCTPOCHA M3BECT-
Hasi HaM OHMoNorHsl. YKe OJJHO 3TO TpeOyeT He yTpauynBaTh BHUMAaHUS K MOAXO0Y, KO-
TOPBIM paccMaTPUBACT MPEXKIE BCETO MOp@hoocuuecKyro CTPYKTypy OpPraHu3MOB H
MOTOMY MOXXET OBITh Ha3BaH MOPDOYEHMPUUECKUM.

B xauecTtBe mpumepa paccMOTpuM (pakThl, CBSI3aHHBIE C DBOJIOIMEH KOHEYHO-
CTeM WIEHHCTOHOTHX, KOTOPbIE WLIIOCTPUPYIOT pa3inuus MEXIy 000MMHU MOJXO0Aa-
MU ¥ HEOOXOIMMOCTBIO KaXk/10Tr0 U3 HUX.

C mopghonoeuueckou TOUKU 3peHUs], IPEAKAMHU UJICHUCTOHOTUX JOJIKHBI CUM-
taThcs npeacraBuTenn Onychophora, obnanarorye pa3aMyHbIM KOIH4YecTBOM (0T 14
10 43) TyJIOBUIIHBIX CEIMEHTOB, KaX/bIil U3 KOTOPHIX HECET MO Mape HepacuJIeHEH-
HBIX KOHEYHOCTEeH. Bce cerMeHThl M mpuHaaiexalume UM KOHEYHOCTH HMMEIOT CO-
BEPILIECHHO OJMHAKOBYIO CTPYKTYpY (Tak Ha3blBaeMasi 20MOHOMHAsSL CETMEHTalus). Y
COOCTBEHHO YJICHHCTOHOTHX CETMEHTAIUsl CTAHOBUTCS 2emepoHOMHOU, T. €. Pa3HbIe
OTJICITBI TEJIa HECYT Ha ce0e KOHEUHOCTH Pa3HOTO CTPOSHHUS (MJIH HE HECYT UX BOBCE).
VY pakooOpa3HbIX YHCI0 KOHEYHOCTEW CPABHUTENILHO OOJBIIOE, MPUYEM OHU TIPUCYT-
CTBYIOT KaK Ha IpyJHOM (TOpakajibHOM), TaK U Ha OpIOIIHOM (a0JIOMUHAIBHOM) OT-
nenax Tena. TopakanbHble U a0AOMUHATBHBIE KOHEYHOCTH YCTPOEHBI MO-Pa3sHOMY H
BBITIOJHSIOT pa3Hble QYHKIINU. MEXIy TeM Y HaCeKOMBIX KOJHMYECTBO KOHEUHOCTEH
YMEHBILIEHO 70 TpEX Map, U BCe WX HECET rpyAHOM oTraen. M3meHeHHs yucia u
CTPYKTYPBl KOHEYHOCTEH CBSI3aHBbI C OTCYTCTBHEM WJIM MPHUCYTCTBUEM OCOOBIX PETy-
JSTOPHBIX OETTKOB, BIUAIONINX Ha I'eH, HazbiBaeMblil Ultrabithorax (Ubx). ¥ npexacra-
Buteneit Onychophora 3TOT reH akTHBEH BIOJb BCErO TYJOBHUIIHOIO OoTaena. Y pa-
KOOOpa3HbIX MosiBIIsieTcs (Oarogapsi akTHBHOCTH JIPYTOTO TeHa) 0COOBIN PerysiTop-
HbIl Oenok, HaszwpiBaembiii Ubx-CK11, xoTopsiii penpeccupyer reH Antennapedia
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(Antp), HO He BIMsAET Ha APyroi reH, HazpiBaeMblil DII. C apyroif cTropoHsl, y Hace-
KOMBIX TMOSIBJISIETCSI APYroil O€lOK, TaK Ha3bIBae€Mbli KOHCTUTYTHUBHBIN pemnpeccop
reHa Ubx, KOTOpBIN MoAaBIsieT akTUBHOCTh Kak Antp, Tak 1 Ubx. IMeHHO 3TH pa3-
JUYUs B TEHOMaXxX U OMNPENEIIAIOT Pa3HOE YKCIIO, PACIIOIOKEHUE U CTPYKTYPY KOHEU-
HOCTEH y MPEICTABUTENEH PA3IMYHBIX CUCTEMATUUECKUX TPYIIIL.

Takum o0pa3om, mpoOiemMa yMEHbIIEHUS YUCIIa KOHEYHOCTEH U MX JOKalIu3a-
YA C MO3ULUNA 2eHOoyeHmpu4ecKo20 MOAX0Aa PEUICHa: HallJIcHa TEHETUYECKAs! OCHO-
Ba ATHX Mopdonornyeckux paznuuuid. C TOUKU K€ 3pEHUst MopghoyeHmpuyeckozo
MOJAX0/a K €€ PEIICHUIO JaX€ U HE MPUCTyNnaJn. J[eHCTBUTEIIBHO, HE JIaH OTBET Ha
TJIABHBIE C 3TOM TOYKH 3PEHUS BONPOCHL. Bo-nepevix, mouemMy T€ WU UHBIE T€HBI, BO
BCEX COMATHYECKMX KJIETKAX OpraHu3Ma IPEJICTABICHHBIE OJWHAKOBO, OKAa3bIBAIOT
BIIMSIHUE HE HA BCE, @ TOJIBKO HA CTPOTO ONPEAECIEHHBIE OTAEIBI TENA U CBSI3AHHBIE C
HUMHU CTPYKTYpBI? Bo-6émopuix, Mo4eMy BO3HHKAET CTPOro ONPENEIEHHOE KOJIHYe-
CTBO KOHEYHOCTEH (HaIlpuMmep, TpH, a HE YEThIPE Maphbl), UMEIOLIUX CTPOro Ompese-
neHHyto Gopmy u cTpykTypy? HccienoBaHus YUCTO F€HETUUECKOTO TUIaHa HE MOTYT
OTBETUTh Ha OTH BOMNpPOCHL. JlJia 3TOro HalO0 HUMETh NpeAcTaBieHHe O (QyH-
JTAMEHTAIbHBIX MeXaHUuMax Mmopgozeresa, KOTOPhIE T€ WM WHBIE TEHETUYECKHE
BIIUSIHUSL MOZYJIMPYHOT. B CBfI3M € 3TUM MPUMEHUTEINBHO K CPaBHUTEIIBHO-
HBOJIFOLIMOHHOW 3MOPHOJIOTHH CYyTh MOP(HOLIEHTPUUECKOTO MOAX0/1a COCTOUT 8 BblAs-
JIEHUU OCHOBHbLIX MUNO08 MOPGOoceHe3d U UX 803MONCHLIX MOOVIIAYUL 6HE 3A8UCUMO-
cmu om moz2o, KaKUMu 2eHemui4eCKUMU (hakmopamu OHU PeaibHO OCYWEeCmEIAI0mCs.

C npyroii CTOpOHbI, MPOTUBONOCTABIIATh TEHETUKE IBOIIOIUOHHYIO MOP(OJIIO-
TUIO TOXE HEBEpHO. [Ipupona ennna. MHOTOypOBHEBBIE 110 CBOEH CYTH SBJIEHUS Pa3-
BUTHS MBI IOJpA3JEsAeM HAa aHATOMHYECKHE, LUTOJIOTUYECKUE, MOJIEKYISIPDHBIE U
MIPOYME COCTABJISIONIME TOJIBKO B HalleM CO3HAaHWUU IS ynoOcTBa aHanu3za. [lmomo-
TBOPHOE € PEUIEHUE TaKOro poja npoOsieM BO3MOKHO JIMIIb MPU KOONEepaluu pas-
HBIX HAITPABJICHUN UCCJICIOBAHUM.

B xoze 3BoIOLINMN POUCXOUT KaK a) 8UOOUIMEHEHUE UMEIOWUXCSL 2eHO8, TaK
U 0) 603HUKHOBEHUE HOBYIX.

OOpazoBaHue HOBBIX F€HOB OOYCJIOBJIEHO Pa3IUYHBIMH MEPECTPOlKaMu r'eHe-
TUYECKOT0 MaTepHualia U Mpexae BCEro oyniukayuel reHoB, KOTopas co31aéT mpel-
MOCBUIKH MX TMOCJIEAYIOIIEr0 pacxoxcoerus, Wik ougepcugurayuu. OnpeneacHHyo
pOJIb B HOBOOOPA30BaHMH T'€HOB UTPAET TAKXKE CIuUsiHUe TEHOB U 000co0.IeHue ux 4a-
cmeil.

JuBepcudukaiusi reHoB OCYUIECTBISICTCSl OJarogapsi U3MEHEHUSIM, IPOUCXO-
JSUIMM CIIOHTAHHO WJIM B XOJI€ PEKOMOMHAIINY, a TaKXe MO JeHCTBUEM Pa3IuYHbIX
BHEIIHUX (aKTOPOB. MOT'YyT BOZHHMKATh:

a) 1M00 moueunvie Mymayuu, B X0JIe KOTOPbIX MPOUCXOIUT MEPEeCTaHOBKa OC-
HOBaHMU;

0) mubo unsepcus,

B) JINOO BBINIA/ICHUE OTJCNbHBIX HYKICOTHAOB, WIH Oeleyus,

') U3BECTHBI U TOUYCUHBIE UHCepyuu, NI BCTaBKU. [10j00HBIE U3MEHEHUST MO-
I'yT 3aTparuBath U Oosiee 3HaunTenpHble yuactku JJHK.
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['eHeTrueckre M3MEHEHHUS Pa3HOTO MaciiTaba MPOMCXOMIT KaK B KOJHUPYIO-
KX 00JACTAX IeHa, YTO BEAET K 00pa30BaHUIO OEJIKOB ¢ BUJIOM3MEHEHHBIM aMUHO-
KUCIIOTHBIM COCTaBOM, TaK M B HEKOAMPYIOUIUX 00JacTsIX, B TOM YHCIE B IIHC-
KOHTPOJUPYIOIIUX ydacTkax. Ha ypoBHe KIeTOYHBIX (DYHKIHMI MyTallud BUIOU3ME-
HSIFOT CBOMCTBA TPAHCKPUIIIIMOHHBIX (DAKTOPOB, 2IIEMEHTOB MEXaHW3MOB CUTHAJIMHTA,
(hepMEHTOB | JIp.

B pesynbrare gymiukanuu u qusepcudukaiuu nocieaosarensnocreit JTHK B
MPOLIECCE IBOJIKOLMU BO3HHUKAIOT LEJIBIE CEMEUCTBA U JIAXKE CBEPXCEMENCTBA T'E€HOB.
N3MeHeHne HyKIE€OTHIHBIX MOCIEN0BATEIbHOCTEN T€HOB U COOTBETCTBYIOIIECE U3ME-
HEHHE aMUHOKHUCJIOTHOTO COCTaBa KOJUPYEMBIX UMHU OEJIKOB CIIYXKHUT MPUYUHOU TO-
ro, 4YTO T€HBI JAHHOTO CEMEICTBA B X0JI€ ABOJIOMHU MPUOOPETAIOT HOBbIE ()YHKIIUU.
DopMHUpPOBAHUE CEMENCTB '€HOB B TCUCHUE UIUTEIBHOM 3BOIIOUHU )KUBOTHBIX U CO-
MPOBOXKAAET, U YUYACTBYET B IBOJIIOLUY UHAUBUIYATbHOTO PA3BUTHA. Beny-
LIYIO POJIb B 3BOJIFOIIMY MHOTOKJIETOYHBIX JKUBOTHBIX UTPAET BUJIOU3MEHEHUE CBSI3EH
MEXy TeHaMH, 00eCreYrBaOIMMU WHIUBUyallbHOE pa3BuTHe. M3MeHeHus1, mpo-
UCIIEAUINE B JTUC-PETYJSATOPHON CUCTEME I'€Ha, MOTYT BbI3BATh MEPENOIUYNHEHHUE
JTAHHOTO TE€HA PEryJsiTOpY, KOTOphIi paHee Obul MHAU(PGEPEHTEH MO OTHOIICHUIO K
ATOMY r'eHy y npenkoBor Gopmel. Takum o6pazom, usmenenus Ha yposue JJHK quc-
PETYJATOPHBIX CUCTEM, CO3/1aBasi HOBbIE ATTEPHBI TPAHCKPUIIIIMU T€HOB B pa3BHUBa-
IOIIEMCSI OpTraHu3Me, CITIOCOOHBI BhI3BaTh HOBOOOPA30BaHUs, paIUKAILHO 3aTparuBa-
FOIIME [UIAH CTPOECHUS JKUBOTHOTO.

['eHeTnyeckne mporpamMMbl pa3BUTHS TOAPA3ACIAIOTCS Ha Psif MOCIEA0Ba-
TEJIbHBIX ATAroOB. 3aBEpIlAIOIUe ITalbl TUX NpOrpaMM MpeACTaBICHbI OaTtapesiMu
reHOB TKaHecnenuduueckoi TepMuHaibHOl nuddepennnauu. Eciu BO3HUKAET U3-
MEHEHHE CBS3€W B 3TOM 3BEHE, T. €. HA YPOBHE B3aUMOJICHUCTBUS PETYJIATOPA C KOH-
TposMpyeMoi OaTapeeid, MPOUCXOAIT KaKue-To HeOOJIbIle U3MEHEHUsI MOP(OJIOTHH,
KOTOpbIE HE HAPYIIAIOT OOIIEro IjaHa CTPOCHHS Tella JKUBOTHOTO. Eciu n3MeHeHnue
3aTpoHET OoJiee paHHHUE ATAlbl peaju3alud MPOrpaMM Pa3BUTHS, CIEAYET O0XKHUIATh
Oonee ray0okux mepeMeH. JlefCTBUTEIbHO, €CIu Y MPeaKoBoi (HOpMbl U3MEHEHHE
3aTPOHET PETYJISITOPHYIO CUCTEMY T'€Ha, KOTOpasi IETEPMUHHUPYET MECTO U BPEMSI €T0
HKCIPECCUHU, TO MOTYT BOZHUKHYTh TaKME HOBOOOPA30BaHMUsI, KOTOPHIE CYIIECTBEHHO
BUJIOU3MEHST CTPOCHHE TEJa )KUBOTHOTO. IJTO  OOCTOSITENILCTBO,  MO-BUIUMOMY,
HaIUIO OTPpaKeHUE B M3BECTHBIX mpescraBieHusix A. H. CeseprioBa o pummoprore-
He3ax. Hanomuum: cornmacHo CeBeplLoBy, 3aKpeNUBIIMECS B (PUIIOreHe3€ U3MEHEHUS
PaHHUX ATANOB OHTOT€HE3a, UJIM apXAJUIAKCHUCHI, BBI3BIBAIOT KOPEHHYIO MIEPECTPOUKY
OHTOTEHE3a M BEIYT K MOSBJICHUIO PaAUKAIbHO U3MEHEHHBIX (POpM, TOTJ1a KaK U3Me-
HEHMUsI, MPOUCXOISAIINE HA TTO3IHUX dTarax, Wik aHaboJuu, He CBA3aHbI C PEOpraHu-
3alMEN IJIaHA CTPOEHHUS TEJIa.

[Ipu Bcém 3TOM cCiielyeT OTMETUTh, YTO TMOIBITKA OOBICHUTH MOpPQoIoTHYE-
CKYIO DBOJIOIMI0 B TEPMHUHAX TEHETUKH TOCTOSHHO TOPMO3HTCS CBOEOOpaszueM
MpeaMeTa, TOBOMSIUM MOpoi 10 otyasHus (kak mumryT P. Pagd u T. Kodhmdn). B
OTJIMYUE OT OYEBUHBIX (HU3UOJOTHUECKHX WM MOP(POTEHETUYECKUX N3MEHEHUM,
KOTOpbIE€ BO3HUKAIOT B KU3HU OTJIETHLHON 0COOM M KOTOPHIE MOXKHO HETIOCPEICTBEH-
HO HaONIOJaTh U M3y4aTh HKCIEPUMEHTAILHO, SBOIIOIMOHHBIE U3MEHEHHS YCKOIb-
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3aI0T OT HAOJIOJCHWS W MaciiTadbl MX OTpaHWYCHBI. BcerencTBue 3Toro Oosbias
YacTh HAIIUX CBEACHUN O MOP(OIOTHYECKON IBOJIIOIMH MOJTyYeHa MYyTEM HU3yUYEHUs
HE OPraHMu3MOB, a UX UCKOIAEMbIX OCTATKOB, (h)parMeHTOB, KOTOPHIE Mbl MOKEM pac-
CMaTpuBaTh KaK OPTraHU3MBbI, TOJIBKO MOJIb3YSACh BCEMU 3HAHUSIMHU, [IOYEPITHYTHIMU U3
OMOJIOTHUH.

W3 3TOro He BBITEKAET, YTO €IMHCTBEHHBIM MCTOYHUKOM JaHHBIX 00 3BOJIO-
WU CITY>)KUT MaJEOHTOJIOTMYECKAs JETONHCh. [IpocTo BCceraa Hy)KHO MMETh B BHIY,
YTO CBEJICHUS, MOJy4aeMble MPU HM3YYCHUU HCKOIMAEMbIX OCTAaTKOB, KaU€CTBEHHO
WHBIC, HEXEIN PE3yNbTaThl OMOXMMHUYECKUX, IMOPHOJOTUYECKUX M TCHETHYECCKUX
uccaenoBaHui. JIUme 0OpaTUBIINCH K MATICOHTOIOTUYECKON JICTOIMMCH, MBI MOYKEM
BOCCO3/1aTh MOJIJIMHHYIO SBOJTIOIIMOHHYIO UCTOPUIO HE TOJIBKO HBIHE JKUBYIIIUX Opra-
HU3MOB, HO U JIaBHO BBIMEPIINX JIMHUM, @ TAKXKE Y3HATH PEATbHYIO0 CKOPOCTh 3BOJIIO-
IIUOHHOTO MpoIecca.

[lepexoass HEMOCPEJACTBEHHO K TMIPEAMETY HSBOJIIOIMOHHONW 3SMOpPHOJIOTHH,
HEO0OXOJMMO HAIIOMHUTH, YTO (DUIIOTEHE3 CKJIAJBIBACTCS HE U3 OJIHUX TOJBKO HU3Me-
HEHUU XoJa pa3BuUTUA (U, KaK CIEACTBUE, CTPOEHUs B3pocioi ocodu). IIpenmono-
UM, 4YTO B OMOJIOTMYECKOMN SBOJIOLMU HET CTOMKOW KOHCEPBATHUBHOM WIIH, Jy4YIlle
CKa3aTh, MHBAPUAHTHON KOMIIOHEHTHI, T. €. TEHACHUIHUH K COXPAaHEHHUIO B IMpelenax
OOILIUPHBIX CUCTEMATUYECKUX TPYII HEKOEro €IMHOIO «IUIaHa CTPOEHUs» (Mpu J0-
MyIIEHUM MHOYKECTBAa WHAWMBHIYAJbHBIX BAapUMAHTOB B IpeleNiax 3TOro ImiaHa). B
ATOM CIIydae MHO2000pazue hopm opeanusmos npeodcmasisinie 6wl coOou CHIOUWHOU
Xaoc u HUKaKas cucmemamura He 6vi1a Obl 803MONCHA 8 NPUHYUNE.

XOTg OpraHu3Mbl MOJUUHSIIOTCS 3aKOHAM XUMUU U (PU3HKHU, CYIIECTBYET JI0-
MOJTHUTEIBHBIN (haKTOp, YNPaBISIIOMUNA MOPGOIOTHEH, — BOJIIOIMOHHAS HUCTOPUS
nanHoro opranusma. [To o6pazHomy BeipakeHuto JKakoOa, 3BOJIIOIUS IEUCTBYET ITy-
TEM «IEPENUIIOBKU CTaporo». To ecTh CTPYKTYPhI HE MOSBISAIOTCSA de novo; 3BOJIIO-
LUS «IIPEAIOYUTAETY» CO3/1aBaTh HOBILIECTBA, BUJOU3MEHSS YKE CYIIECTBYIOLIUE CH-
CTEMBI WM CTPYKTYphl. Takasi HHBAPHAHTHOCTD («KaHAIIM30BAaHHOCTH») XOTS ObI He-
KOTOPBIX Y3JIOBBIX MOMEHTOB OTHOCHUTEIBHO «T€HETHYECKHUX LIYMOB» HMEET, BE-
pOSITHO, (PyHIAaMEHTaIbHOE 3HAYEHUE JJIsl HBOJIIOIUH, TTO3BOJISIST HAKAIJIMBaTh TeHe-
TUYECKYI0O U3MEHUYMBOCTh 0€3 pHCKa TYT K€ «CJIOMAaTh» YCTOSIBIIUNCS U HAJICKHBIH
IIJIaH CTPOCHMUSI.

3.2. OBOJIIOLITMOHHBIE BAPUAHTBI, APXETUIIbI,
V3JIbl CXOACTBA

C camoro 3apoxaeHusi OMOJIOrMYEeCKOM CUCTEMATUKH B COBPEMEHHOM €€ Mo-
Humanuu (B koHue X VIII B.) cranoBuinock sicHO, 4TO BCE pasHooOpasue popm opra-
HU3MOB MOXET OBbITh CBEJIEHO K HEOOJIBIIIOMY YUCITY Pa3IUYHBIX «TUIAHOB CTPOCHUS
(BmpoueM, oT00HOTO PO/Ia UEH U3BECTHBI CO BPEMEH aHTHYHON HAYKH ).

[lepBoit mocneaoBaTENIbHON MOMBITKOW BBIPA3UTh ATy 3aKOHOMEPHOCTH Obliia
teopust TUIOB JK. KroBbe, 0 KOTOpOIl yke yIOMHHAIOCh B HCTOPHUYECKOM ouyepke. OH
paszienny BCEX M3BECTHBIX B TO BPEMsS HAYKE >KMBOTHBIX HA THUIIbI. HO360HOYHDIX,
YNEHUCMDBIX, MACKOMENbIX U IYYUCTIBIX.
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B o6mem HayuHOM KOHTeKcTe Toro Bpemenu kiaccuduxamus K. KioBee ecte-
CTBEHHO BeJa K MpEACTaBICHUI0 00 apxemunax, T. €. 0 HEKOTOPBIX UOealbHbIX NPO-
0bpazax, K BapualusM KOTOPBIX MOXHO CBECTH BCE peasibHbIe (POPMBI >KMBOTHBIX.
Pspn ecrecTtBoncnibITaTenel nepBou moaoBruHbl XIX B., pexae BCEro MpeacTaBUTENIN
HaTypduocopuu, KoHcmpyuposaiu Takue apXeTUIibl — UI€aTbHOTO MOJUTIOCKA, UIe-
aJILHOTO MO3BOHOYHOIO M T. M. B ToM uncne stum 3anumanuck u T. I'ekcim (1825—
1895) P. Oysn (1804-1892). lHTepecHO, 4TO MEPBBI CTa BIOCICICTBUN YOCKIEH-
HBIM JIapBUHHUCTOM, a BTOPOM CO34aJI OYEHb BaXKHOE MOHATUE TOMOJIOTUH (CM. HUXKE).

Hauunas c K. KroBbe Takue uccienoBaTenu NpeacTaBisiin ce0e )KUBYIO MpHU-
poay OOJBITEH YacThi0 KaK COBOKYITHOCTH B3pPOCHBIX 0co0eit. CKyqocTh 3MOpHOIIO-
TUYECKUX MPEJCTABICHUIN HAJIOXKUJIA OTIEYATOK HA UX KOHIEMUIHUHU U TEM CaMbIM Ha
nocneayroiee pasButue Ouonornu. [1oCKONbKY apXeTUIbl MBICIHIUCH KaK 83pocC-
Jble, a He dIMOpPUOHATbHBLE (OpMbL, TO BOIIPOC 00 YCTOWYMBOCTH BBIPAKEHHBIX WMHU
IIJIAHOB CTPOEHHUSI MOT TOXE PElIaThCid B paMKax JIMIIb T€X B3aUMOJICHCTBUM, KOTO-
pBi€ HaOIIOJAI0TCA TOJIBKO 80 83POC/IOM OPTaHU3ME.

Nmenno takod B3msia pasBuBai caM KioBee. OH cuurtai, 4TO HaIU4YUE U
YCTOMYHMBOCTbH ONPENEIEHHOTO TUIaHA CTPOCHHS CBA3aHBI C B3AUMOJCHCTBUSIMU Yoice
@yHryuonupyrowux opraton. [locieaHee HaIIO BhIpAKEHUE B 3HAMEHUTOM «HPUH-
yune rxoppenayuuy» KioBbe, KOTOPBIA MO3BOJSI €My, HAallpUMEpP, PEKOHCTPYHUPOBATH
BECh OOJIMK MCKOMAeMOro >KMBOTHOTO 1O OJHOM ero Koctu. Tak, Hampumep, eciu 4e-
per UMeeT JJIMHHBIE Pe3lbl U KOPEHHbIE 3yObl, TPUCIIOCOOJICHHBIC MJI pa3pblBaHUS
MsACa, TO €My JOJIKHbI COOTBETCTBOBATh TYJOBUUIIE W JIAIbl, MPUCIOCOOJIEHHBIE K
CKPaJIbIBAHUIO U CXBATHIBAHUIO 1OOBIUH, T. €. CHAOXKEHHBIEC KOTTIAMHU, a HE, HAIIpUMED,
KOTIBITAMH.

KroBbe monumall, 4To MOpGOoIOTHs BBIMEPIINX KUBOTHBIX HE TOJIBKO MOAYH-
HSETCS TEM K€ 3aKOHaM, KOTOPbIE CYIIECTBYIOT JJI HbIHE KUBYIIHUX (OPM, HO U TO,
YTO CTPOCHHUE Tejla BCEX OPraHM3MOB OUYEHb TOHKO M TIyOOKO MHTETPUPOBAHO, TaK
YTO KaXKJIbIi OPraHu3M MPEICTaBIAECT cO00i (PYHKIIMOHATEHOE U MOP(HOIOTHIECKOE
eauHcTBO. IMEHHO 3Ta KoHIenuus 3actaBuiia KioBbe BBICTYNUTH MTPOTUB 3BOJIOLIH-
OHHOW Teopuu Jlamapka, MOCKOJIbKY (YHKIIMOHAJIbHAs WHTErpanus Tpedyer cra-
owibHOCTH. KIOBBE CUMTAN OMYCTUMOW W3MEHYMBOCTh MOBEPXHOCTHBIX MU (DYHK-
[MOHAIHLHO BTOPOCTENEHHBIX MPU3HAKOB, HO BCSIKOE M3MEHEHHUE B JIIO0OM W3 TIaB-
HBIX YacTeil Tena OJDKHO ObUIO, MO €ro MHEHHUIO, Pa3pyUIUuTh €AMHCTBO IEJIOT0 U
MPEBPATUTh OPTaHU3M B HEJEECITOCOOHYIO HENETHILY.

MBICIIb O CYIIECTBOBAaHMHU KAaKUX-TMOO KOppeNsiuuid Mexay emé He (PyHKIHo-
HUPYIOIIMMHU, a TOJBKO pazeusarowumucs opraHamu obiia uyxzaa Krosse. Ero nmoj-
XOJl MOKHO OXapaKTEpHU30BaTh KAK (YHKYUOHATbHO-MENE0N02UdeCcKUli: TIJIaH CTpoe-
HUS O0BSCHSUICS MOCPEACTBOM OTBETA HA BOIIPOC 0I5l Y20 OH NONe3eH? ».

HNHyro TOUYKy 3peHMs OTHMM M3 NEpBbIX ObITasics BeIpasuTh J. K. Cent-Unep
(1772—-1844) (cTONKHOBEHHE BYX TOYEK 3PCHHS OCOOCHHO SIPKO MPOSIBHIOCH B 3HA-
MEHHUTOM MyOInYHOM AucKyccuu ero ¢ KioBwe, mpoucmiesniieit Bo dpaHiry3ckon aka-
nemuu Hayk B 1830 r.).

B npotuBonosnioxHoCTs npuHIuny koppessiiuu Krosbe Cent-Mnep BeiaBuraet
INPUHLIUIT KOHHEKCUll — CBSI3€i, OCHOBAHHBIX HAa O00QYHKYUOHANbHOM, CMPYKMYPHO-
KOMHO3UYUOHHOM CXOJICTBE 3a4aTKOB 3MOpuoHa. OH cTpeMutcs (XOTs emé B CMyT-
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HOW (hopMe) BBIPA3UTh UACIO O TOM, UYTO MEXK]y PA3IMYHBIMH OPTaHAMH MOTYT OBITH
CBSI3U, OCHOBAHHbBIE HE HA WX MOCIEAYIOIIEM (PYHKIMOHUPOBAHUM, & HA 3AKOHAX UX
¢opmoobpazosanus; OH TOBOPUT B ITOM CMBbICTEe 0 «(DHIOCOHCKOM» CXOJCTBE 3a-
yaTKOB. HO MOCKOJIbKY €ro MbICIM HE OBbLUIM JIOCTATOYHO YETKO CPOPMYIMPOBAHBI,
OHHU He ObUIM TOTJa TOHATHI (M, IO MHEHHIO COBPEMEHHUKOB, criop Beiurpan XK. Kio-
BbE).

Opnnako uneu Cent-Unepa He nponanu gapom. OHM JIETJIM B OCHOBY MOHSTHS
eomonozuu, chopmynupoBanaoro P. Oyarom. Ciaexyer OTMETUTh, YTO OYEHb OJIM3KO
K TEM K¢ MPUHITUIAM ITOAO0MEN Mo3T U ectecTBoucibiTarens M. I'ére (1749-1832),
KOTOPBIN BEpHO MOTUYEPKHY cyTh paszHoriacuil KioBee u Cent-Unepa: s HEro 3to
OBLIO TPEXKAE BCEr0 CTOJIKHOBEHME ABYX MOJIXOO0B K M3YyYEHHUIO MPHUPOJIBI BOOOIIE:
KroBbe BOILTOIIAN B €0 I1a3aX MyTh MBICIH «OT €IMHUYHOTO K LIETOMY», OT OMBITA U
¢dakTa — K OCTOpOKHBIM 00001IeHHIM, a CeHT-Mep — «OT 1enoro K eAMHUYHOMY,
OT 001IIeH UIer K €€ KOHKPETHBIM MTPOSIBICHUSIM.

[Togxon P. OysHa eCTECTBEHHO BBITEKAJ U3 MPUHIIUIIA APXETUIIOB; MMOHITHE KE
TOMOJIOTHH OBLITO 3aMMCTBOBAHO M3 3JIEMEHTAPHOM reoMeTpuH (I/1e TOMOJIOTHYHBIMH
Ha3bIBAIOT CTOPOHBI MOJOOHBIX APYT APYTY GUTYD, JSKAIIUE TPOTHB Pa3HBIX YIJIOB).
B Takom >xe mpuMEpHO CMBICIIE 3TO MOHSTHE U ObUIO MPUMEHEHO B OMOJIOTMYECKOM
MOP(OJIOTUH: TOMOJIOTUYHBIMH Ha3bIBAIOT OPTraHbl, 3aHUMAIOIINE Y PA3HBIX BUIOB B
IIJIAHE CTPOEHUS «T€ K€ caMble» MecTa. To ecTh AJIsl yCTAaHOBJIEHUS TOMOJIOTUYHOCTH
T€X WJIA UHBIX OPTraHOB 0OWuli NIAH CMPOEHUsl CPABHUBAEMBIX OP2AHUSMO8 OOJIHCEH
ObIMb 00UHAKO8bIM. VIHBIMU CIIOBaMH, MOHSATUE TOMOJIOTHH MMOAPAa3yMEBAET UHBADU-
anmuocms TUIaHa cTpoeHusl.  Hampumep, roMOJI0ru4YHbl NapHblE KOHEYHOCTH BCEX
MMO3BOHOYHBIX — TPYAHBIC TJIABHUKU PbIO, KOHEYHOCTH 3€MHOBOJHBIX U MPECMBbIKA-
IOIIUXCSI, KPbUIbS MTHUII, JIACTHI KUTOOOPA3HBIX, POIOIINE KOHEYHOCTH KPOTOB M T.II.
Emé 3.K. Cenr-Mnep nokassiBan roMOJIOTMIO KIIFOBA NITUL U YEJFOCTHOTO arapara
miexonurtaomux. C Ipyroi CTOpOHbI, HAIpUMeEp, ME30HEPPOC U MeTaHedpoc Hero-
MOJIOTHYHBI, XOTS U BBINOJHSIOT OJAMHAKOBbIE (YHKIMH — TaK KaK BO3HUKAIOT U3
pa3HbIX 3aKIanokK (cMm. 1.3.2.2.2).

["'omonoruu oOpasyroT pyHIaMEHT aHATOMUYECKOTO MBIIUICHHUS COBPEMEHHO-
ro OuoJsiora, OrpaHMYMBAsi KPyT BO3MOXKHBIX aHATOMUYECKUX CTPYKTyp. Kak octpo-
ymHo 3ametusi B.H. beknemuie, ecnu Obl ApeBHHE 3HATU MPUHIUIIBI TOMOJIOTHH,
OHH HE MOTJIM OBl U3MBICIUTH JPAKOHOB U AHTEJIOB, MTOCKOJIBKY WX CTPOCHHE MPOTH-
BOPEUMT 3TUM NMpUHLHUIAM. BmecTe ¢ TeM nmpumep ¢ Me30- 1 MeTaHe(POCOM MOKa3bl-
BAET, YTO ISl HAAEKHOTO YCTAHOBJIEHUSI TOMOJIOTUU MCCJIEA0BATENN YK€ HE MOTJIH
OTPaHUYMTHCS CPABHEHHEM B3pOCIbIX (HOPM: UM MPUXOAWIOCH BCE yaile oOpamnarhb-
cs K hopMaM SMOPUOHATBHBIM.

SApxuM BbIpaXeHUEM 3TOW TEHJEHIUHU CTall 3aKOH 3apoovluie6o2o cxoocmea K.
bapa (cM. uctopuueckuii ouepk B yactu | JaHHOTO y4eOHOro MmocoOus), 3aMEHUB-
Ui cOO0M «JIECTHUITHI B3pOCHbIX (hopm». HamomMHUM, 94TO B OCHOBE ATOTO 3aKOHA
JIEKUT MBICTb O TOM, YTO IUIaH CTPOCHHS OMPENENAEeTCS HE TOJIBKO M HE CTOJIBKO
byHKIMOHATBEHBIMU CBsI3sIMH (110 KIOBBE), CKOJIBKO HEKOTOPHIMH 3aKOHAMH PAHHE20
(OodyHKyUOHATLHO2O0) SIMOPUOHATLHO2O PAZBUTHS.

222



3.3. [IPMHIAIT MOJIYJILHOM OPT AHU3ALIMN

B Hacrosiiee BpeMsl M3JIOKEHHBIE MOJIXOAbl BOIUIOTWINCH B TOM WM HHOU
CTENEHU B MPHUHIUIE MOOVIbHOU OpeaHU3ayul, CyTh KOTOPOW COCTOUT B CIEAYIO-
IEM.

Pa3BuBaromuiics 3apopIlll COCTOUT U3 HEKUX JUCKPETHBIX MoayJien. Takas
OpraHM3alys MO3BOJISET OTACIbHBIM YACTSIM Te€Jla U3MEHITHCS, MPAKTUYECKH HE 3a-
TparuBas GyHKOUMN Apyrux. Bel3BaHHOE MyTaMUsIMH W3MEHEHHE Pa3BUTHS OIHOTO
MOAYJISl HE 0053aTeNIbHO BEAET K U3MEHEHUIO Pa3BUTHs BCEX MOAYJIEH OJHOBPEMEH-
HO, YTO PE3KO MOBBIIIAET IIAHC HA BBDKMBAHUE MPETEPIICBIIETO MYTALIAIO ) KUBOTHOTO
U, TAKUM 00pa30oM, CO3/1aéT MPENOCHUIKH K 3BOJIOLMOHHBIM Pe0Opa30BaHUSIM.

OTOT NPHUHIMI PACIPOCTPAHSIETCS HE TOJBKO HAa CTPYKTYpPBI 3apOAbllla, HO U
Ha TE€HETUYECKUE CUCTEMBbI yIpaBIEHHUs pa3BuTHeM. Hampumep, uamMeHeHue OaHOU
CUCTEMBI MTPOBEICHMS CUTHAJA B KJIETKE HE 0053aTEeNIbHO BBI3bIBAET U3MEHEHUE JIPY-
TUX TaKUX CHUCTEM.

Ecnu npenctaBuTh cebe BCIO CIIOKHOCTh U TOHKYIO HacCTPOMKY Ipoliecca pas-
BUTHUSI, TO BO3HUKAET BOIPOC: TTOUEMY BOOOIIIE TOMYCKAIOTCS U3MEHEHUSI B PA3BUTHH
3apoapima? Kak MOryT OHM MpPOUCXOJUThH, HE BBI3bIBASI TMOEIM BCEro opraHuszma?
Korma-to monaranu, 4To €IMHCTBEHHBIN IMyTh SBOIIOIMOHHOTO TIpoliecca — Ao0aBJe-
HUE HOBOTO 3Tara K KOHIly sMOpuoreHne3a. OJJHako cefiuac Mbl 3Ha€M, YTO BOJIIOIH-
OHHBbIE HOBOOOpA30BaHUs MOTYT OBITh BbI3BAHbI U3MEHEHUEM AK€ OUYCHb PAHHUX
CTaui pa3BUTHS 3apobIlIa. BO3MOKHOCTh TAKMX U3MEHEHUHN SIBIISIETCS CIEICTBHEM
TOT'0, YTO 3aPOJBIII, KAK U B3POCIIBI OPTaHU3M, COCTOUT U3 MOYJIEH.

Opranu3mMbl TOCTPOEHBI U3 €IMHULL, KOTOPbIE KOTEPEHTHBI CAMUM CeO€e U B TO
e BpeMsl MPEJCTaBIISIIOT COOOM YacTh €IUHUIIBI 00Jiee BBICOKOTO mopsika. Tak,
KJIETKU CIIY’KaT 4acCTSAMM TKaHEW, KOTOPBIE, B CBOIO OYEPEb, ABJISIOTCS YaCTSIMU Op-
raHoB, 00Pa3yIOIINX CUCTEMBI U T. 1.

MonynsiMu pa3BUTHSI MOTYT OBITH MOP(OTEHETHYECKUE TIOJIS, TyTH Tepeiavu
CUTHAJIOB, UMAaruHaJIbHbIE JIWCKH, KIJIETOYHbIC JIMHUM, ITAPACETMEHTHl WIM 3a4aTKU
opraHoB. Mo1yTbHBIMU SIBIISIFOTCS JaXKe 001acTH, (OPMUPYIOIINE YHXAHCEPHI TEHOB.
Tak, ecnu KakoW-TO T€H yTpayuBaeT WU MPHOOPETACT MOIYJIbHBIA SHXAHCEPHBIN
AJIEMEHT, TO OPraHU3M, COJAEpKAIllMi TakoW ajuiesb, OyIeT AKCIPEecCHpOBaTh ITOT
I'€H B MHBIX MECTaX U B UHBIX ITOJI0XKEHUSX, 10 CPABHEHUIO C TEMU OpraHu3MaMH, KO-
TOPBIE COXPAHUJIM DHXAHCEP B IEPBOHAYAIIBHOM BUJIE.

[TockonbKy Moaynu OOHapy>KEHbl HA BCEX YPOBHSIX OPraHU3alMUd — OT MOJIE-
KYJISIPHOTO J0 OPTaHU3MEHHOrO, HE MPUXOJUTCS YIUBISTHCS TOMY, YTO U AKTHUB-
HOCTb 3THX IIPOLIECCOB MOKHO HAOIIOAATh HA BCEX YPOBHSIX Pa3BUTHS.

N310XE€HHBIA NPUHLAI JOIYCKA€T U3MEHEHUE Pa3BUTUSA IIyTEM TPEX MPOLEC-
COB: IWCCOLMALNM, NYIUIMKAUUA U JUBEPTECHIINHU, a TAKKE MYTEM KOONTAlWH, YTO
OyIeT U3TI0KEHO HUXKE.
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3.4. OHTOT'EHETUYECKHME OCHOBBI 5BOJIIOLIMOHHBIX
N3MEHEHWU. TUIIBI ®UJISMBPUOI'EHE30B

Kak yxe oTmeuanoch, U3MEHEHHS XOJla OHMO2eHe3d, KOTOPHIE MOPOXKIAI0T
U3MEHEHHUs 380toyuonHble, A. H. CeBeprioBbIM ObLIM Ha3BaHbI uiambpuocene3amu.
OTOT TEPMUH JOBOJILHO MPOYHO BOLIEN B HAYYHBIM 0OMXOM, OAHAKO 3a IMpPOILE/IIee
BpeMsl TIPEICTaBJICHUsT 00 ATUX MpoleccaX CHIBHO M3MEHWINCh, M K HACTOSAIIEMY
BPEMEHH 3TO MOHSATHE HATIOJIHUIIOCH CYIIECTBEHHO UHBIM COJCPKAHUEM.

MoryT OBITH BbIIETICHBI TPU OCHOBHBIX CIIOCO0A N3MEHEHUS Pa3BUTHSL:

a) pazobuenue (Ouccoyuayusi) TPOIECCOB Pa3BUTHsI BO BPEMEHH U MPOCTPaH-
CTBE;

0) ymHoxcenue dacten (Oynauxayus) ¢ nociedyrowetl ux ousepeenyuel,

B) 3amewenue GyHKkyuy TOW WIA UHOU CTPYKTYPHI.

3.4.1. Pa3o0uienue (qucconuanus) NpoiueccoB pa3BUuTHs

N3MeHeHus MU MHIUBUTYAIBHOTO PA3BUTHUSL MyTEM pa300IIeHUsI COOBITUN HM-
OpuoreHesa SIBJISIOTCA 2emepoxXpoHUU, 2emepomonuy U UsMeHeHUs. CKOPOCMU pocma
yacTeu Tena.

3.4.1.1. 'erepexponun

I'emepoxponuu — CIBUTH B OTHOCHUTEIBHBIX CPOKAaX M CKOPOCTSIX Pa3TMYHBIX
MPOIIECCOB, clararomux pas3putre. OHU 00YyCIOBICHBI M3MCHCHHUSIMH BPEMEHHU DKC-
MIPECCUU PETYJIATOPHBIX TEHOB OJHOTO MOJYJISI OTHOCHUTEIHPHO BPEMEHH JKCIIPECCHUHU
TCHOB JIPYTOTO MOIYJIS 3apOJIbIIIa.

HaunGonee ¢yHIaMEHTAIBHBIMUA CUHMTAIOTCS TaKWE TETEPOXPOHHH, KOTOPHIE
CABUTAIOT OTHOCHUTEILHBIEC TEMITbI PA3BUTHUS COMATUUYECKUX M PENPOAYKTHUBHBIX Op-
raHoB. B pe3ynpTaTe mojioBoe co3peBaHUE IBOJIIOIMOHHOTO MOTOMKAa OTHOCHUTEIHEHO
Pa3BUTHS €r0 COMAaTHYECKUX MPU3HAKOB HACTYMAET JU00 paHbvuie, THOO no3oice, 4eM
y aBommoninornoro npeaka. C. I'yna (1941-2002), 06001MB 1aHHBIE psijia aBTOPOB,
ocobenHo I'. ne bupa (1899-2002), npeayiokui Takyro Kiaccu(UKaIU0 reTepoxXpo-
Huu (Tabdmn.4):

Ta6nuna 4. Knaccudpukanus rerepoxponnii (mno: beiaoycos, 2005)

M3meHeHne cpokoB
HazBanwue MOSIBJICHUSI ~ COMATUYECKOTO | CO3PEBAHUS PENPOAYKTUBHBIX
reTepOXpPOHUU MpHU3HaKa OpraHoB
Akcenepanus YCKOpPEHHE 0e3 U3MEHEHUs
ITemomopdo3 (mporenes) 0e3 U3MEHEHUS YCKOpPEHHUE
Heotenus 3aJIepiKKa 0e3 U3MEHEHUs
I'unepmopdo3 6e3 N3MEeHEeHUs 3aJIepiKKa

W3 panHOM TaOMWIBI BHJHO, YTO IIEPBBIM THI TETECPOXPOHHH CXOJICH
C 4eTBEPTHIM, a BTOPOH — ¢ TpeTbUM. OOBSICHIECTCS 3TO TEM, YTO B IIEPBOM M YETBEP-
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TOM CIy4asiX B Pa3BUTHE 3BOJIIOIMOHHOTO MOTOMKA MOXKET «YJIOXKUTBCA» OoJbliee
yucno «noopobHocmetly, 4eM ObUIO y TIPE/IKA, WM K€ MPEIKOBbIC MPU3HAKU «YCIIe-
I0T» THIEPTPOPHUPOBATLCA 00 docmudicenusi nonosou 3perocmu (OTCIOIa Ha3BaHUE
«eunepmopo3z»). Hepelko B 3THX ciydasx 3BOJIOINUOHHBINA MOTOMOK CHavalsa 0oJiee
WIKM MEHEE TOYHO IMOBTOPSET XOJ pa3BUTHUS MpelKka (peKamuTyJsalus), a 3aTeM J0-
OaBisieT K HeMy 4TO-1100 HoBoe. OTClo/1a emé OHO Ha3BaHWE JaHHOrO TUmna ¢Gui-
aMOpHoOTeHe3a — anabous (HaJACTaBKa).

Ha 3ape cpaBHUTENHHON 3MOPHOJIIOrMM UMEHHO aHA0OJIUU CUUTAIUCH €Ba JIU
HE OCHOBHBIM CPEICTBOM 3BOJIIOLMOHHOro mnporpecca. Hampumep, emé B 60-x rT.
XIX B. ®@. Mrosuiep MHTEPIPETUPOBATT PA3BUTHE BBICIIMX PAKOB KaK aHAOOJIUIO OT-
HOCHUTEJIBHO Pa3BUTHUS HU3IIMX: K JIAPBAJIBHOMY TeJly HU3IIMX PakooOpa3HbIX 100aB-
JSFOTCS TIOCJIEI0BATENBRHO TOPAKaJIbHBIN U a0OMUHANBHBIN oTAenbl. [Ipu 3ToM cra-
¥, TOMOJIOTUYHbBIE JUYMHKAM HHM3LIMX PAKOB, CIBHUIAIOTCS HAa 3MOpPHOHAJBHBIE
ATamnbl Pa3BUTHUS BBICIIUX PAKOB (TUMUYHAS peKanuTyssius). ['unepmopdo3 MoxKeT
IIPUBOJNTH TAK)KE K YBEIMUYECHUIO Pa3MEPOB Te€jla, BETBUCTOCTH POTOB Y OJICHEW U T.
1.

Bce 3Ti nmponeccel IMEIOT 3BOJIIOLHUOHHOE 3HAYEHHE, HO SBIISIFOTCS JAJIEKO HE
€AUHCTBEHHBIM CPEICTBOM U3MEHEHHMs muna pazeumus. boiiee TOro, mpoueccs! ak-
cesiepalii U runepMopdosa (aHabonMu), Kak MpaBUio, «UCIONb3YIOTCS» Uil JeTa-
JM3alMM HEKOTOPOI'0 HEW3MEHHOIO THUIIA Pa3BUTHUS, HO HE IS MOCTPOCHMS HOBBIX
THUIIOB.

[locnennee gocturaercs, NO-BUAUMOMY, 3a CUET nedomopgosza (IporeHesa) u
Heomenuu. Hanbonee mmpokue BO3MOKHOCTU JUIsl KPYITHOMACIITAOHBIX 3BOJIIOLU-
OHHBIX MEPECTPOEK (BO3HMKHOBEHHUS HOBBIX KJIACCOB WM J1a)K€ TUIOB >KMBOTHBIX)
HMMEET, MO0 BCEl BUIUMOCTH, nedoMoppo3.

CyTb €ero B CIEAYIOLIEM: 83pOocble TIENOMOP(PHBIE TOTOMKHA OOBIYHO CXOJHBI C
IMOpUOHaAMU VI JTUYUHKAMY TIPEIKOB, a TIOCIEAYIOUINe CTaAUN Pa3BUTUSL Y TOTOM-
KOB OTCYTCTBYIOT: MX pa3BUTHE Kak Obl 00pyOsieno. Hampumep, I'apctanr u ge bup
MPEIOJIOKUIIN, YTO HU3IINE XOPAOBbIE KUBOTHbIE BO3HUKIN OT (JOPM, CXOAHBIX C
JMYUHKAMH MTIIOKOKUX, KMEHHO TIyTéM nieromopdosa (puc. 156). JlefictBuTenbpHO, B
CTPOEHHUH B3pOCIIBIX TOJYXOPAOBBIX >KMBOTHBIX COXPAHSIOTCSI OCHOBHBIE YEPTHI
CTPOEHHMSI IMUMHOK UTIJIOKOXKUX (OminarepalibHas CHMMETpPHUSL, TPU Mapbl 1IEJIOMOB).
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Puc. 156. ComnocTaBieHue THYHHKHA UTIIOKOKHX (A) ¢ HU3MIMM XOPA0BBIM )HUBOTHBIM (B — Buj
cooky, B — Bux ¢ mopcansHoii ctoponsl) (mo: me Bup, 1930): i — xxabepHbI€e 1Ie/IH; HB — HEPB-
HBIC BAJIUKU; P — POT; PIII — PECHUYHBIN IITHYP, U3 KOTOPOTO, 110 TPETIOI0KEHUIO aBTOPA, BOSHUK-

JI HEPBHBIC KIIETKH; X — XOPJIa; 3 — SHIOCTUJIb

Takoe riry0oKoe U3BMEHEHUE CTPYKTYPBI MyTEM «0OpyOaHUs MO3IHUX CTaaAuN
pa3BUTUS MOIJIO HPOUCXOAUTH OTHOCUTENIBHO OBICTPO, CKaYKOM, U HE OCTaBJISThH
OKaMEHEJIBIX UCKOIMAEMBbIX MEPEXOJIHbIX CTaIui. DTH 0OCTOATENHCTBA MOTYT OOBsIC-
HUTb MEPEPHIBHI B NAJIEOHTOJIOTMYECKOM JIETOMUCH MEXTY OTAEIbHBIMHA TUITAMH.

[Tpenmnonaraercsa, B TOM 4HCiE, YTO NEAOMOP(O3 JEKUT U B OCHOBE IPOUC-
XOKJIEHUSI HAaCEKOMbBIX OT MHOTOHOXEK. B KadecTBe MIUIIOCTpAllMM YKAa3bIBAIOT HA
JUYUHKY MHOTOHOXKH lulus, y KOTOpoil B MOMEHT BBUIYIUIEHHS] UMEIOTCA TOJIBKO
TPH Mapbl HOT U OTPAHMYCHHOE YHCIIO CETMEHTOB (puc. 157); ecnu Takas JMYUHKA
aocturiia Obl TOJIOBOM 3PENIOCTH, TO MOJIyuMJICsl Obl OpraHu3M, OYeHb MOXOKUU Ha
B3pPOCJIOE HACEKOMOE.

Puc. 157. Jlnunnka mHOroHOXKH |©lus Bckope mocie BbUTyII-
JICHUS, TIOX0Xask Ha B3pociioe Hacekomoe (110: qe Bup, 1930)

OnHako MpenCcTaBICHUS PAa3IMYHBIX ABTOPOB O TUIIAX F'€TEPOXPOHUN U UX IBO-
JIOIIMOHHOM 3HAYEHUHU COBIQJIAIOT HE MOJIHOCTHIO. He uckiodyeno, uro neaomMopd-
HbIE JIMYMHKU MHOTOHOKEK ITOCIYKUJIM OTIIPABHOW TOYKOM 3BOJIIOLMH HACEKOMBIX,
npuyéM Beiien 3a neaoMop(o30M AOKEH ObUT MPOU3OUTH HENbIA Pl JaTbHEHUIINX
FEHETUYECKUX U3MEHEHUN, KOHTPOJIMPYIOIIMX CETMEHTALMI0 U PACWICHEHHUE OTHEIA
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Tena HaceKOMbIX. OJHAKO MOJIEKYJISIPHBIE JTaHHBIE CBUIETENLCTBYIOT O OOJBIIEH
OIM30CTH HACEKOMBIX K PaKOOOpa3HBIM, YeM MHOTOHOMKKaM.

Bo03M0kHO, 4TO meoMOpdo3 JEKUT B OCHOBE BOSHUKHOBEHHS TPUMUTHUBHBIX
CKOJISIU]T (PECHUYHBIX YepBeil) OT MPEIKOB, CXOAHBIX ¢ KUIIEYHOMOIOCTHBIMU. [lnis
ATOrO MOTPeOOBAJIOCH ObI CO3pEBaHKE PEMPOAYKTUBHBIX OPraHOB HAa CTAJHMH IUIAHY-
761 (4TO BIOJHE BO3MOXKHO, IOCKOJIBKY YK€ Ha 3TOW CTaJuH BO3HUKAIOT UHTEPCTU-
[MaJbHbIC KJIeTKH). [lociie 3TOro MokeT Mpou30iTH «00pyOaHHe» 32 HEHYKHOCTHIO
B3pPOCJIOTO MOJUIOUIHOTO WM METY30UTHOTO MOKOJICHUS.

SIBnenus neomenuu, NO-BUAUMOMY, UMEIOT HECKOJIBKO MEHbBIIIEE IBOJIOLUOH-
HOE€ 3HAUCHUE, XOTA U 3/IECh MOXHO MPUBECTH Ps IpKUX pumMepoB. Hampumep, Bes
KH3Hb MEKCUKAHCKOTO akconoTisi (Ambystoma) mpoXoIuT B BOJIE€ HA CTAIHH, TOMO-
JIOTHYHOW JTMYUHOYHOH ctamuu npyrux amduouii (puc. 158). bonee Toro, cunraercs,
YTO TIPOTEH W €CTh JUYMHKA, HABCETIa JMIIEHHAs B3pocion ¢opmel. [Ipeamonaraer-
Csl, UYTO HEOTEHHUS JIEKUT U B OCHOBE IPOUCXO0KICHUS HEJIETAIOLUX NTULl (HapuMep,
KYPHUHBIX) OT JIETAIOIIUX.

i o

e R
Puc. 158. [legomopdo3 u pexkanutymsinus (o: Padd, Kopmen, 1986): A — MeKCHKaHCKHI akco-
JIOTIb COXPAaHSET ka0pbl, YIUIOMIEHHBINA XBOCT M KOXKY, XapaKTepHbIe I TUUYUHKH, XOTS OH JOCTH-
raeT pa3MepoB B3pPOCIIO 0COOH U TIOJIOBOH 3pesiocTu. Ecin 3To# TMYnHKEe BBOAUTH TUHPOKCHH, TO
OHa TpeTepreBaeT MeTaMop(ho3, MPEBPaIIAsACh B THIIMYHYIO Ha3eMHYI0 B3pociyio hopmy (b).

B — knmaccuueckast pekanuTyssnus y MojuTiocka Hinnites: Ha FOBeHMJIBHBIX CTAIUAX OH IMMOXO0X Ha
JAPYTUX MOPCKUX I'PEOEIIKOB, HO P JaJIbHEUIIIEM CO3PEBAaHUM OH MPUKPEIUISETCS KO IHY U B pe-
3ynbTaTe NPOAOJIKAIOIIEr0Cs POCTa paKOBUHBI 00pazyeT popMy ¢ MEHee YyHOpsAJ0UYEeHHONW CTPYKTY-
pOH, CXOIHYIO C YCTPHULIEH

Tak, HanpuMep, ObUIM BbICKA3aHbl TUIIOTE3bI MPOUCXOKACHHS TPEOHEBUKOB OT
HEOTEHUYECKUX JMYMHOK KOPAUIOBBIX ITOJMIIOB WM OT MIOJUIEPOBCKUX JIMYMHOK,
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TypOeIIspHii — OT TIAHYI000pa3HON JIMYMHKY KHUAAPUH, YTO KOJOBPATKH SBISIOT-
Csl HEOTEHMYECKUMU Tpoxodopamu u T. 1.

Oco0bIli uHTEpeC BBI3BIBAIOT cooOpakenus JI. bosipka (1866-1930) o Heote-
HUYECKUX YepTax B Pa3BUTHH YEJIOBEKA [0 CPABHEHUIO C APYruMH npumaTtamu. OHu
NPOSIBJISIIOTCS. B TOM, YTO TOJIBKO Y YEJIOBEKA BO B3POCJIOM COCTOSTHUU COXPaHSETCS
KpaHUATbHBIA U3rM0 — 3HAUUTENIbHBIN YTOJI MEX/y OChIO TOJIOBBI M OChIO Teja, CBOM-
CTBEHHBII BCEM 3apojbllllaM IMO3BOHOYHBIX, HO HCUE3AIOUIUN y JIPYrUX BUIOB BO
B3POCJIOM COCTOSIHUHM. DMOpPHUOHAJIbHBIE YEPThI MPOSIBISIOTCS Y YEJIOBEKA U B IJIOC-
KON (pakType nuua. 3afepKa pa3BUTHS COMATHUYECKUX MPHU3HAKOB MPOSIBISIETCS B
3aMEJIJICHHOM CPAacTaHWU IIBOB MEXIy KOCTSIMH 4Yepena, B 3aMEJICHUH Pa3BUTHUS
BOJIOCSTHOTO TIOKpPOBA, J1a U B 00I1IeM OTCTaBaHUU a0COJIOTHOM CKOPOCTH pa3BUTHS (B
TOM YHUCJI€ ICHXOMOTOPHOT0) OTHOCUTEIHHO BBICIIUX MPUMaATOB. Bo3MOXXHO, NMEH-
HO 3TO fABIIsIETCS (PyHIAMEHTAIbHOW MPEANOCHUIKONW CIIOCOOHOCTH YeloBeKa B paH-
HEM IIOCTHAaTaJIbHOM OHTOT€HE3€ BOCHPUHHUMATh OTPOMHOE KOJIMYECTBO BHEUIHEH
uH(pOpMaIUK, B TOM YUCJIE 00y4aThCs SI3bIKY.

EcTh NONBITKY MPUIIOKUTH pacCMaTpUBAEMbIE MOHSATUS U K Pa3BUTHIO pacTe-
Huil. Kak cunraer A. TaxTa/pksH, cBoeoOpa3ue MpoOsIBICHUS HEOTCHUH Y PacTeHHM
COCTOMUT B TOM, UTO BCsiKas (pUKcauusi «3MOpUOHAIHOM MM BOOOIEe paHHEN (a3bl
pa3BUTHUSL O3HAYAET JUIA BBICIIETO PACTEHMsI BBINAJECHUE M3 OHTOT€HE3a BCEX BO3HU-
KaloIluX nocie He€ sipycoB». M3 aToro cienyer, 4To TakuM MyTEM JI0JKEH ObLT Mpo-
M30MTH DBOJIOIMOHHBIN TEpexoj OT JAEPEBbEB K TpaBaM, CIIEJOBATEIBHO, TPABBI
MPEACTABISIIOT COO0M (PUKCUPOBAHHYIO IOBEHWIBbHYIO a3y AepeBa. OTHOCHUTENbHAS
PENKOCTh PEKANMUTYISALUUNA Y PACTCHH, CPAaBHUTENBHO C >KUBOTHBIMH, BO MHOTOM
OOBSICHSIETCSI «MO3aWYHBIM» XapaKTEpPOM OHTOTEHE3a PACTEHUH, BCIEICTBUE HYETO
CTaJIM¥ WHIWBHUYyaIbHOTO PA3BUTHUSA y HUX HE CTOJbh KOHCEPBATHBHBI, KAK y KHUBOT-
HBIX. TeM He MeHee SBJICHUS TOBTOPSIEMOCTH Y PACTEHHUI PacHpOCTpaHEHBI IIMPOKO
Y B CAMbIX Pa3JIMYHBIX YACTIX OpraHu3Ma.

['eTrepoxpoHUM, OCHOBaHHBIE HA OTHOCUTEIBHBIX CIBUTAX TEMIIOB Pa3BUTHS
COMATUYECKOT0 U PENPOAYKTUBHOIO «OJIOKOB», OMOJIOTUYECKH 11eJIeCO00pa3Hbl elié
U TEM, YTO OHU CYLIECTBEHHO HE HApYyIIAIOT B3aWUMOACUCTBUNA 3>MOPHOHAIBHBIX
CTPYKTYp U MpPOLIECCOB BHYTPU KaXJOro OJIOKAa B OTAEIBHOCTH U TEM CAMbIM HE
HapyLIalOT LEJOCTHOTO ero pa3BuTus. CyIEeCTBEHHOE HBOJIIOLIMOHHOE 3HAaYCHHUE
UMEIOT U 00Jiee «YacCTHBIE» FeTePOXPOHHUH, OCHOBAHHBIE HAa CIBUTaX TEMIIOB pa3BH-
TUS 8HYMpU OIOKA COMAMUYECKUX NpoYeccos; BOZMOXKHO, IJIaBHAs U3 TaKUX reTepo-
XpPOHUM — OTHOCHUTEIBHBIA CIABUT TPOIECCOB MopdoreHeza u ¢a3bl KOMIETCHIIUN
hopMupyrOIIUXCS 3aKIa0K K ITUTOo A HEpEHITUPOBKE.

Hanpumep, kapMaHbI TaCTPOBACKYJISIPHON CUCTEMBI TPEOHEBUKOB U IICJIOMHUYE-
CKHE KapMaHbl HU3IIMX BTOPUYHOPOTHIX JKUBOTHBIX (UTIIOKOXKHE, KHIIICYHO/IBIIIA-
e, cM. puc. 159) BHelHe U 1Mo crnoco0y cBoero oOpa3oBaHUs CXOAHBI MEXIY CO-
ooii. OHaKko y TpeOHEBUKOB OHH (DOPMHUPYIOTCS HA MO3HUX CTATUSAX Pa3BUTHS, T10-
CcJie 3aBEepILEHUsI KJIETOUHBIX NU((HEepeHIIMPOBOK, U HE MOPOKAAIOT HOBBIX CIEIHa-
JTU3UPOBAHHBIX OPTAHOB, A CIYXKAT JIUIIb JIJISl YBEJTUYCHHS TOBEPXHOCTH BCACHIBAHMSI
KHUIIIEYHUKA. Y BTOPHUYHOPOTHIX K€ TOMOJOTUYHBIE BHIPOCTHI (DOPMHUPYIOTCS PAHO H
criocoOHbI TU(GEpPEHITMPOBATHCS B HANIPABICHUH IIEJIOMUYECKON ME30JIePMBI U €€
MPOU3BOIHBIX; B PE3YJIHTATE OHU JAIOT HAYAJIO0 HOBBIM OpPTaHaM.
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Puc. 159. ApxeTtun BTOpHuHOPOTHIX U ero moaudukanuu (mo: B.H. bexnemures, 1964): A — cxe-

Ma CTPOCHHUSI IMYUHKH BTOPUIHOPOTHIX (JIMIUICBPYJIBI) HA CTAIUH 3aKJIAKH ETOMUYECKUX KapMa-

HOB; b — cXxema racTpoBacKyJIsIpHOU CHCTEMBI B3pOCIIOTO TpeOHeBHKa; B — 00pazoBaHue 11eIOMOB Y
kumeunoAsimaniero; 1l, mll, mlll — mepBeIii, BTOpoi U TPETHIA IETOMBI

OBOJIIOLMOHHBIN MpOrpecc, JOCTHUraeMbld MyTEM NOJO0OHBIX T'€TEPOXPOHUH,
4acTo OBIBAa€T CBA3aH C Ne0OMOp@HO30M, TOCKOJIBbKY CIBUT HEKOTOPOTO Ba)KHOTO
MopdoreHesa Ha 0osiee paHHUE SMOpPUOHATIBLHBIE CTAIUH, 00JIaJa0IINe KOMITETCHITU-
el K uuroaudhepeHIUpPOBKE, MOKET NMPUBOAUTh U K YCKOPEHUIO PA3BUTHS PENpo-
IOYKTUBHBIX OPIaHOB, YacTO CBA3aHHBIX KakK pa3 mMe3oAepMoi. Takue rerepoxpoHUH
MOTYT COIPOBOXKIATHCS TAKXKE pexanumynayuen u cunepmoppo3om.

VY Bcex OuiaTepanbHBIX JKUBOTHBIX HaWJE€HO MHOXKECTBO T'€TEPOXPOHHBIX
C/ABUT'OB IIpolieccoB pa3BuThs. CpaBHEHHE HKCIIPECCUU TeHa romeobokca Vent, Map-
Kepa BEHTPAJIBHON ME30/I€pMBbI, y JIAHIIETHUKA M MO3BOHOYHBIX MOKA3aJI0, YTO 3KC-
npeccusi Vent y TO3BOHOYHBIX YCKOpEHa 10 cpaBHeHUI0 ¢ Amphioxus, kak u nudde-
PEHLMPOBKA BEHTPaJIbHON Me301epMmbl. [Ipeanonaraercs, 4To npexaeBpeMeHHOE M0-
SBJICHHE ME30/I€PMbI — BayKHAs SBOJIOLMOHHAS MHHOBALMS TO3BOHOYHBIX.

['eTepoXpoHHBIE CIBUTM TFE€HHOW KCIPECCHM MOTYT BBI3BaTh CYILIECTBEHHbIE
MOP(OJIOTUUECKHE U3MEHEHUSI — YyTpaTy WM YAJIMHEHHE KOHEYHOCTEH, U3BMEHEHHE
YKCIIa MaJbUEB U UX (anaHr — HOJUAAKTUIIUIO U MONU(ATAHTHIO U T. 1.

B 2.2.3 roBOpHUIOCH, YTO 3BOJIIOUMOHHBIE MEPECTPOUKHA MOTYT JOCTHIaThbCs
M3MEHEHUEM OTHOCHUTENIBHBIX CKOpOcTell pocTa (KO3((OULHUEHTOB ariomMempuiecko-
20 pocma) KaK B pa3HbIX pailioHaX OpraHu3Ma, Tak U BJIOJIb PA3JIMYHBIX HANpaBICHUN
OJIHOTO M TOro0 *e€ 3a4arka. [[I0CKOJIbKY B 3TUX CiIy4asiX MPOUCXOJUT OTHOCUTEIBHOE
M3MEHEHUE CKOPOCTEH MPOLECCOB Pa3BUTHSI, OHU TaKKE€ MOAXOMAT IO MOHATHE Ie-
TEPOXPOHHH, HO el Oojiee YaCTHOTO MOPSAKa.

Bo3HUKHOBEHHE MHOTOOOpa3HbIX BapHAHTOB OOIIEro IJIaHa CTPOCHHUsS Teja B
MIPOILIECCE IBOJIIOIMHU YacTO O0YCIOBJICHO TaKkKe anrtomempueti. ITU U3MEHEHHUS CKO-
POCTH pOCTa ONpeneNEéHHON 00JacTH Tea B MPOLECCE IBOJIOLUU MOTYT OBITh CBSI3a-
Hbl C U3MEHEHUEM YYBCTBUTEJIBHOCTU KJIETOK JAaHHOW oOiactu K gakropam pocTa
WM Ke MHTeHCU(UKanuend cuHTe3a 3TUX (PaKTOpOB B ONpENeIEHHBIA MOMEHT Bpe-
MeHu. Hampumep, nosaraior, 4ro oOpa3zoBaHUE OJHONAION KOHEYHOCTH JIOLIAIU B
MPOIIECCe ABOIIONMK ObLIIO 00YCJIOBIIEHO (DOPMUPOBAHHEM MEXaHU3Ma aJNIOMETPH-
YECKOI'0 POCTa CPEAHEro Nayiblia KOHEUHOCTH.
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3.4.1.2. 'ereporonuu

I'emepomonuu TpenCTaBIAIOT OO0 M3MEHEHUS Mecma 3aKiIaJKd OpraHoOB B
saMOpHorenese, Beayuye K GopMUpoBaHUIO HHOTO, YeM y TPEAKOBOM (HOpMBI, MIaHa
CTPOCHHUS Tea.

['eTepoTonuu Kak MU3MEHEHUs NMPOCTPAHCTBEHHOMN JIOKATU3AIMK 3aKJIAIKU TOM
WJIM WHOU CTPYKTYPHI WM OpraHa B XOJ€ MHIUBHIYaJIbHOTO Pa3BUTHs MOTYT IIpUBe-
CTH K CYHIECTBEHHBIM HBOJIFOIIMOHHBIM M3MEHEHUSM IIJIaHA CTPOCHHUS Tela, OTJIhYa-
IOLIETOCS OT MPEIKOBOI (POPMBL.

Knaccuueckum npuMepoM reTepoTONMU MOXKET CIYKUTh CMEIICHHE Y HEKOTO-
puix pe10 (Gobius capito, Lepadogaster u ap.) 3akitaaky OPrOIIHBIX IIABHUKOB B TIe-
pEeIHEM HamNpaBIIEHUH, TJE€ OHHU, CpPacTasiCh, 00pa3ylOT MPUCOCKY, PACIIOIOKEHHYIO
BIIEPEIN TPYAHBIX TUIABHUKOB (puc. 160).

Puc. 160. bprornas npucocka Gobius capito, o6pasyrorascs B pe3yJibTaTe reTepoTONUIeCcKOi 3a-

KJIaJKU OpIONTHBIX MIaBHUKOB (110: CeBepiioB, 1949): 1 — 3agHuil CIMHHON MIAaBHUK; 2 — MEpeIHUN

CIIMHHOM IUIaBHUK; 3 — MpUCOCKa, 00pa30oBaBLIasics B pe3yibTaTe CpacTaHus OPIOIIHBIX IIABHUKOB,
4 — rpy/IHOM IJIABHUK; 5 — aHAIbHOE OTBEPCTHE; 6 — aHAIBHBIN IUIABHUK; 7 — XBOCTOBOW IUIABHUK

Ha kieToyHoM ypoBHE NPOSBIIEHUS KaK FETEPOXPOHUM, TAK U IeTEPOTONUN
MOTYT PACUEHUBATHCS KaK M3MEHEHUS OpraHU3aluu SUIEKIETKH, CBA3AaHHbBIE C
npeoOpa3oBaHUSMH PENPOAYKTHUBHOM cTpaTeruu. Kak m3maranoch BbllIe, B XOJ€
ApoOJIeHUs] JAETEPMUHAHThl M MOJIEKYJISIPHbIE MapKephl KJIETOK IMOJOBOM JMHUU
ACUMMETPHUYHO HAcCJIeNYyIOTCSl OJJHUM WJIM HECKOJbKUMHU OjlacToMepaMu, Ompejie-
i uX cyab0y, a WHOTIa M cyAbOy Bcero opranu3ma. Hampumep, y ochI-
Hae3qHuka Copidosoma floridanum Habmrogaercss moJIUIMOPUOHUS U JIapBaIbHbBIN
NOoNMU(PEHNU3M: MOMUMO HOPMaJIbHBIX JTUYMHOK, PA3BUBAIOTCS «COJIIAThI» — HE3pe-
Jbl€ JUYUHKHU C PAa3BUTBIMU MAaHANOYJaMH, BBINOJHAIOIME PYHKIUIO 3aIUTHl OT
KOHKYPEHTOB U 3aTeM norularomue. Y 3TOro BUJA I€H vasa dKCIPEcCUpyercs B
OJIHOM U3 MEPBBIX YETHIPEX 0JIACTOMEPOB BTOPUYHBIX 3apOJbIIIEH, CIIOCOOHBIX K
Pa3BUTHUIO B MOJOBO3PEIBIX B3POCIBIX OC; ITOT Vasa-MOJOKUTEIbHBIA OJ1acTomep
JaeT Havyajo MEPBUYHBIM MOJIOBBIM KJIETKaM, TOTJa KaK y 3MOPHOHOB, NArOIIMX
«COJIJIaT», SKCIIPECCHs TeHa vasa OTCYTCTBYET BO BCEX UETHIPEX OyiacTomMepax.
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Vike npuBoauauch npuMmepbl HOoX-reHoB (cm. 2.3.6). OHM KOHTPOJIMPYIOT U
TeTePOXPOHUH, U TETEPOTONUU. MyTalluu dTUX TE€HOB MOTYT MPUBOJIHUTH K IKTO-
NUYECKOMY BO3HMKHOBEHHUIO HEKOTOPBIX CTPYKTYp. Hampumep, npu myranuu resa
Antennapedia anTeHHa Ap030(UIBI MOKET OBITH 3aMEHEHa KOHEYHOCTHIO; MyTa-
MU TeHOB KoMiuiekca Bithorax MoryT mpoaynupoBarh MyTaHTOB CO BTOPOH ma-
POl KpPBUIIbEB BMECTO XKYsoKalell (0amaHCepOB) — KaK y YETBIPEXKPBLIbIX HACEKO-
MbIX (puc. 161). Myrarnus rena Contrabithorax npeBpaiaer BTopoit rpyHoM cer-
MEHT B TPETHUI, B pe3yJbTaTe YET0 MOSIBISETCA MyXa C IBYMS IapaMu KyxoKaell.
VY BeEIMepIIUX HACEKOMBIX JeBoHCKoro mepuonaa (Paleodictyoptera) xppiinomnomo0-
HbIE MPUJIATKN Pa3BUBAJIMCH U HA TPYJIHBIX, U HA OPIOIIHBIX cerMeHTax (puc. 161).
Y npozodwun, romo3urotHeix mo mytanuu Ultrabithorax, Tpetuit rpynHoit u mep-
BbII OPIOIIHOM CErMEHTHI CTAHOBSATCS BTOPHIM I'PYIHBIM OTJIEJIOM TEJIa.

Puc. 161. ®enorumn apo30duisl IUKOro Tuna, Myranta HoX-rena koMmiuiekca Bithorax u Haceko-
Moro aeBoHckoro nepuoaa (mo: Kirschner, Gerhart, 2005; ¢ uaMeHeHHSIMN)

HccnenoBaHue 3BOJIIOLIMOHHOTO MEPEXo/ia OT TNIABHUKOB PbIO K KOHEYHOCTSAM
TeTpanoja NaéT BO3MOXKHOCTh TOHATH IMpeoOpa3oBaHMs 3kcrnpeccud Hox-reHoB B
3TOM Tpouecce. Y miekonuTaromux Hox-rensl onpenenstor narTepH N03BOHOYHUKA
U pa3BUTHE PEOEPHBIX OTPOCTKOB HA MO3BOHKAX.

Emé onnn npumep npusBenEH Ha puc. 162.
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BmoKo

Puc. 162. Cxema npeamnosiaraeMoil 5BOJIIOLIMN XapaKTepa CerMEHTAllud HAaCEKOMBIX B IpoLecce
¢unorenesa (mo: Snodgrass, 1935): A — konpuensl, b — onuxodopsi, B — MHOroHOXKH, [ — Oec-
KpbLble HaceKoMble, [l — kpbuiaTble HacekoMble. [Ipennomnaraercs, 4To MOCTENEHHOE BhINa/IEHIE
TOMEO3UCHBIX JIOKYCOB ITPUBOJUT K IPOrPECCUPYIOLIEMY YIIPOIIEHUIO CErMEHTAllUU Y APO30(UIIbI,
KOTOpPOE J10 HEKOTOPOH cTeNeHN UMUTHUPYET (PUIOTEHHI0 HACEKOMBIX

HamomHuM, 4TO TETEPOXPOHUHU M TEeTEPOTONHH MPEICTABISAIOT COO00M pazo6-
wenue (Ouccoyuayuro) MPOLIECCOB PA3BUTHSL.

[IpuBeném emé oauH mpumep — pazoOuieHrue nUToau(pHEepeHIIMPOBKA U MOP-
(dorenesa B mpolecce ABOJIONNH Y HEKOTOPBIX 000JIOYHHUKOB. PasBuTHE OONBIINH-
CTBa acCIUJIMI MPOTEKAaeT TaK, KaK 3TO MoKa3aHo Ha (puc. 163), T. €. ¢ oOpa3oBaHHEM
JTUYUHKY, 00JIaat0MeH TUTHYHBIMHE JIJIS1 XOPJOBBIX JOPCATbHBIM HEPBHBIM CTBOJIOM,
XOpJOH U CETMEHTHPOBAHHON MYCKYJATypOM; MBIIICYHbIE KJIETKH XBOCTa y HUX 00-
raThl aleTUIXOJIMHACTepa3oid. Hekoropple BHIBI OOOJOYHUKOB, MPUHAIJICKAIIHEC
ceMm. Mogulidae, )kxUBYT Ha TMJIOCKOM TIECYAHOM WJIU WINCTOM JHE, TJIe JTUYHMHKAM
MPaKTUYECKHA HE HYKHO BBIOMpATh C€O€e MECTO, a TOATOMY UM He TPeOyeTCs CI0KHAS
MOPQOJIOTHSI, KOTOPOH 00JIaar0T MOJBUKHBIE TOJIOBACTUKOOOpa3Hbie TuauHKu. Co-
OTBETCTBEHHO Y HUX OTCYTCTBYIOT TUIIUYHBIC JIJISl TMIMHOK OOOJIOYHUKOB CTPYKTYPHI
— CEHCOPHBIE OpraHbl, XOp/a, XBOCTOBBIE MBIIIILI. T€éM HE MeHee y 3apoasbiimen M.
arenata KJeTKu, rOMOJIOTUYHBIE TEM KJIETOYHBIM JIMHUSM, KOTOPBIE Yy APYruX 000-
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JIOYHUKOB, MMEIOIINX TOJIOBACTUKOOOPA3HYI0 JTUYMHKY, MAIOT HAYaJIO XBOCTOBBIM
MBIIIIIAM, BCE €II€ MPOAYLUPYIOT alleTHIXOJMHACTEpa3y. Y JTUYMHOK APYroro BUAA
HET HU XBOCTa, HU BbIPAOATHIBAEMON XBOCTOBBIMHU MBIIIIAMHU AlIETHIXOJIUHACTEPA-
3bl; OJIHAKO Yy ATOr0 BUJIA alleTHJIXOJMHACTEpa3a MPOAYLHUPYETCS B MBIIICUHON U
HEPBHOM TKaHSX B3POCION 0COOM, MO3BOJISIS MPEIIOJIOKUTH KAKOE-TO PETYIATOPHOE
M3MEHEHHE T€HHOM SKCIIPECCUU: T€H, ONPEIETSIOMNNA CHHTE3 alleTUIIXOIUHACTEPA3BI,
COXpaHSETCsl, HO SKCIPECCUPYETCS] HA UHOW CTaJNH KU3HEHHOTO IMKJIA.

Monocts rRoTKK CeHcopHbIn

| My3sIpeK
Hepanan I‘p\rsl(a /

B ETEHEDMDYIDLUEA
xoppaa

Puc. 163. Meramop¢o3 muunnku acuumuu (mo: Korschelt, Heider, 1900): A — cBobGoaHO
IUIaBaKoOIIAs JINUMHKA; b — NMunHKa, npuKkpenuBInascs Kk cyocrpary; B — 3aBepiienre meramopdo-
3a, COMPOBOK/IAIOIIEECS] YTPATOH MOABUKHOCTH M CEHCOPHBIX CTPYKTYP

3.4.2. YMHOKeHHe YacTel (IynIuKanms)
C mocJjeayroume ux JuBepreHuueit

BnepBeie Ha noaumepuzayuro, Kak Ha BEAYIIUNA MPUHIIMIT SBOJIIOIIUU, OOpaTHII
Buumanue B. A. [lorens. [yniuxayus dacteit co3maér M30BITOUHOCTH IJIEMEHTOB,
YTO JIETTAeT BO3MOXKHOW WX NUBEPTeHINI0 0e3 yTpaThl (yHKIHNA, KOTOPYIO OHH BbI-
MIOJTHSUTA Y TIPEAKOBOM (opmbl. BMecTe ¢ TeM Hamndmue MHOKECTBEHHBIX TOMOJIOTHY-
HBIX CTPYKTYP CO3Ia€T MPEANIOCBUIKN 0U20oMepU3ayuu, JIeKaen B OCHOBE Mporpec-
CHBHOM 3BOJIFOLIMK MHOTHX Metazoa.
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I[ynnm(aunﬂ " nocjcayronias JuBCPreHiuuss MHOKCCTBCHHBIX 3JICMCHTOB IIPO-
HCXOOUT HC TOJBKO Ha MOp(bOJ'IOFH‘IﬁCKOM, HO M Ha MOJICKYJISIDHOM YPOBHCE.

3.4.3. 3amenenue GyHKIUM, WU KOONTAIUSA

Hakoneln, B xoze 3MOprOreHe3a MOKET MPOUCXOJUTh 3amewjerue QyHKyuu,
Wi koonmayus. [Ipy 3TOM 3a4aTKi OpraHOB U3MEHSIOT HalpaBieHue cBoel nudde-
pEHLIMAINY, B PE3YJbTAaTe YETr0 Pa3BUBAIOIIMECA U3 HUX OPraHbl MPUOOpPETAIOT BO3-
MOKHOCTB BBITIOJIHATHh HOBYIO yHKIHIO. [IpeamecTByomme cTpyKTyphl Kak Obl KO-
ONTHUPYIOTCS TSI BBIOJTHEHUS HOBOW (hyHKImH. Hampumep, HEKOTOpBIE AIEMEHTHI
COMHTOB TPUMHUTHUBHBIX XOPIOBBIX B X0J€ DBOJIOINH MIPHUOOPEA CIIOCOOHOCTH (hop-
MHUPOBATh B YMOPUOTECHE3E XPAIICBBIC, a 3aTEM M KOCTHBIE TTO3BOHKH, YTO TPUBEIIO K
MOSIBJICHUIO MO3BOHOYHUKA.

[Tpu xoonTamuu (OyKBaJIbHO, «BOBJICUCHUMN)) PETYISTOPHBIC T€HBI MIPUBJIEKA-
IOTCSI K MCTIOJTHEHUIO HOBBIX (PyHKIu# npu popmupoBanuu narrepHa. Mimenno Ona-
rojiapsi mporeccaM KOOITallud CUCTEMbI yIpaBlieHUs OOHAPYKUBAIOT UCKIIOUYUTEIb-
HYI0O KOHCEPBAaTUBHOCTh. IMEHHO MO3TOMY TOMOJIOTHYHBIE CHUCTEMBI F€HOB MOTYT
KOHTPOJIMPOBAaTh pa3BUTHE MOP(DOJIOTUYECKH HETOMOJOTHYHBIX O0pa3oBaHUM, Kak
ATO MPOUCXOJHT, HAIIPUMEDP, IPHU PA3BUTUHA KOHEUHOCTEW HACEKOMBIX U MO3BOHOY-
HBIX, (haCETOYHBIX TJ1a3 IPO30(IIIBI U T1a3 MIEKOMUTAIOIINX.

Apxuii npuMep 3BOTIOUMOHHON KoonTanuu Hox-reHoB — ¢popMHpoBaHuE KO-
HEYHOCTEW Yy MO3BOHOYHBIX: UMEHHO OJjlarojiaps KOOMNTAaIllMd BO3HMKAET HOBBIM Mat-
TEPH SKCIPECCUU KIIACTEpHbIX HOX-T€HOB, HE CBA3aHHBIN C MEpeHe-3aJHEN OChIO
Tena. Y MpelKoB XOPJIOBBIX HE ObUIO MapHBIX MPUJIATKOB, MOJOOHBIX KOHEYHOCTSIM
YETBEPOHOTMX MO3BOHOYHBIX. MIX HET U Yy COBPEMEHHBIX HU3IINUX XOPA0BbIX. [IepBbie
MPUIATKU, KOTOPbhIE€ BO3HUKIM Y MO3BOHOYHBIX, ObLIM HEMapHBIMU — MEPEIHUN U
3aHUN T1aBHUKU. [lapHble mpuaaTku y MO3BOHOYHBIX MOSIBUIUCH B Cuiype mnpu-
MepHO 410—440 muH net Hazaa. Y 0ecuenroCTHBIX MO3BOHOYHBIX OBLIN TOJBKO TPY/-
HbIC TIApHBbIC TUTABHUKH, a y YENIOCTHBIX pbl0O — W rpynHbie u OpromHbie. [lo-
BUJIMMOMY, UMEHHO Ha 3TOM 3Tarle SBOJIOIUN MTPOU30IIIIa KOOMTAIMS «3aHUX» (C 9-
ro o 13-i1) knactepubix Hox-renoB maist popMupoBaHusi KOHEYHOCTEH.

3aBepiiasi 3TOT BeChbMa KpaTKuil 0030p, MOKHO ClIeNIaTh TAaKOW BBIBOJI: PE3YJib-
TaThl U3MEHEHUSI OHTOTEHE3a, IPOUCXOIAIIETO B TPOIECCE HCTOPUIECKOTO Pa3BUTHS
’KUBOTHBIX, MO’KHO CBECTH K IBYM OCHOBHBIM THIIaM.

1) IIpu comocraBieHUN Pa3BUTHS >KUBOTHBIX, 3aHUMAIOIIUX pa3HbIC YPOBHHU
(PUITOTEHETUYECKOTO JpEeBa, OOHAPYKUBAIOTCS U3MECHCHHUSI, KOPEHHbIM 00pa30oM npe-
o0opasyroujue 0CHOBHOU NIAH CMPOeHUs: FKUBOTHOTO.

2) Hapsigy ¢ 3TuM B mponecce 3BOJIIOIUHM YacTO MPOUCXOIUT MOOuurayus
CYIIIECTBYIOIINUX CTPYKTYp. Takas peopraHusaiiusi opraHa oOeCIeYMBaET BBITIOJIHE-
HUE HOBBIX (DYHKIIHIA, HE CBOMCTBEHHBIX MPEKOBOM (hopMme.
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3.4.4. OrpannyeHus pa3BUTHS

OcHOBHBIE TUTAHBI CTPOCHUS Teja B >KUBOTHOM IIAPCTBE MPEJICTABICHBI CPaB-
HUTEILHO HEOOJBIINM KOJUYECTBOM BapHAHTOB, XOTSI MOXXHO PAaCCMOTPETh U THIIO-
TETUYECKHE TUIAaHBI CTPOCHUS, «CKOHCTPYHPOBATH» KMBOTHBIX, KOTOpPBIC HE CYIIe-
CTBYIOT. [louemy ke TIaHbl CTPOCHUS )KUBOTHBIX HE BBIXOJAT 3a MPEAEIbl KOHKPET-
HBIX TUTOB? [10 BCelt BUAMMOCTH, 3TO CBUAECTEILCTBYET O TOM, 4TO B ((OPMHUPOBAHUU
OpraHu3Ma CyIIECTBYIOT HEKHE CTPOTHE OTpaHUYCHHS, OMpEACIAIONne KaHaiu3a-
IO HBOJIIOIIMOHHOTO IMpOoIIecca.

Bunnmo, MOKHO BBIIETTUTH TPU OCHOBHBIE KaTETOPUU TAaKWX OTPAHUICHUI:

a) guzuueckue,

0) mopocenemuuecxue u

B) Qpunemuueckue.

Quzuueckue ocpanuyenusi. 3aKoHbl TU(PPy3uu, TUIPABIUKUA, MEXaHUYECKOM
OTIOPBI U JAPyrue 00eCrneyrBalOT OCYIECTBICHUE JHIIb ONPEIeIEHHBIX MEXaHU3MOB
pa3BuTus. Hanpumep, >KMBOTHOE ¢ KOHEYHOCTSMHU B BHUJI€ KOJEC HEKU3ZHECTIOCOOHO,
Tak Kak meTtabonuueckas n1uddys3us HE MOKET 00ecreynBaTh OPraH, BpallaroIuiics
BOKPYT OTJEIEHHONW OT HETrO0 OCH, YTO JeJIaeT HEBO3MOXKXHOU (PYHKITMOHAIIBHYIO IIe-
JIOCTHOCTb, — IMOATOMY JIt00ast BO3MOXHOCTh IBOJIIOIIUU B 3TOM HAIPABJICHUH 3aKPbl-
Ta. TOYHO TaK K€ CTPYKTYpPHBIE MapaMeTpbl U JUHAMHUKA >KHJIKOCTEH 3ampeniaror
CYIIIECTBOBAHUE KOMApOB JUIMHOM 1,5 M U T. 1.

OU3NYECKUMHI OTPAHUYUTEISIMU SIBJISIIOTCS DIACTHYHOCTh M CHJIA HATSDKCHUS
TkaHu. Hampumep, Tum TyOynnHA, KOTOPBIA MOXKET OBITh MCIIOJIb30BaH B aKCOHEME
criepMusi 1po30uiIbl, OTPAHUYUBAETCS HEOOXOIUMOCThIO HAJIMUYUSI HEKOTOPBIX (HU-
3MYECKUX XapaKTEPUCTHK B €0 UCKITFOUUTEILHO JIIMHHOM KTyTHKe. Kaxapii u3
[IECTH THUIIOB MOBEJCHUS KIETOK B X0ja€ MopdoreHesa (KJIETOUHbIE JENEHUs, POCT,
u3MeHeHue (HOopMbl, MUTpAIsl, THOENh U CEKPeIrsl MaTpUKca) OrpaHUYUBaeTCs Ta-
pamMeTpamu, B KOTOPBIX MOTYT ()OPMHPOBATHCS CTPYKTYPHI KUBOTHOTO. B3anmoeii-
CTBUS MEXIY Pa3IuYHBIMU HaOOpaMu TKaHEW, KOOPJIMHAIIUS MOBEECHUS KIETOUHBIX
JIACTOB, TSHKEU U TPYOOK BO3MOYKHBI JIUITH HEOOIBIITMM YHUCIIOM CIIOCOOOB.

Mopgocenemuueckue ocpanuuenus. llpumep, WIUTIOCTPUPYIOLIMA OrpaHHye-
HUS TaKOTO POJia, — aHAJU3 Pa3BUTHUS KOHEUHOCTEH MO3BOHOYHBIX. OTMEUYEHO, UToO,
HECMOTpPsSI Ha MHOTOYHCJICHHbIE MOJU(DHUKAIIMK, KOTOPhIE OHU TpeTepreBanu Oosee
300 mutH 5ieT, HEeKOTOphIE BapUAHTHI —HAMPUMEP, YKOPOUCHHE CPEAHETO Mayblia 10
CPaBHEHHUIO C COCEIHUMH — OOHapyKeHbI He ObutH. bosiee TOro, aHamu3 MPHUPOTHBIX
MOMYJISIIUNA CBUETEIBCTBYET O TOM, UYTO YHCJIO MyTEH, BEIYIINX K U3MCHCHHSIM KO-
HEYHOCTH, OTHOCHTENHFHO HeBenuKo. Ecnu 6osee AmuHHAsS KOHEYHOCTh CIYXKHUT MPH-
3HAKOM, OJIATOTIPUSATHBIM TSI TaHHBIX YCIOBHUH, TO 3TO JOCTUTAETCS 3a CUET yAJTUHE-
Hus Oenpa. OqHAKO HUKOTJA HE HAOIOIal0TCS KOHEUHOCTH, COCTOSIIUE U3 IBYX He-
OonpIX 6€1ep, XOTsI MOKHO OBLIIO OBl MPEJCTABUTH CEOE CEICKTUBHBIC MMPEUMYIIIe-
CTBa ¥ TaKOM OpraHu3alvH.

Dunemuueckue ocpanHudenus. ITO UCTOPUUECKUE OTPaHUYEHUS, B OCHOBE KO-
TOPBIX JICKHUT 2eHemuka pa3eumusi JaHHOTO opranun3ma. Kak Obu1o paccCMOTpEeHO B
2.1.12, mobas degpunumuenas CTpyKTypa OpraHu3Ma pa3BUBAETCS B pe3yjbTaTe WH-
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AYKIIMOHHBIX B3aUMOJICHCTBUM, OTHAKO OHA MOXKET OBITh CTPYKTYPOH MPOBU30PHOM,
T. €. Y B3pOCJIOr0 OPraHu3Ma OTCYTCTBYIOLIEH.

Hanpumep, xopaa y B3pocisix Tetrapoda oTcyTcTByeT, 0JJHaKO CrienUpHUIHPY-
€T pa3BUTHE HEpBHOM TpyOku. W mpoHedpoc y KypHHOro 3apoibllia CUUTAETCA
PYIUMEHTOM (TIOCKOJIBKY OH HE CIOCOOEH KOHIIEHTPUPOBATH MOYY), HO M3 HETO B
XOJIE OHTOTEHE3a Pa3BUBAETCS 3a4aTOK MOYETOYHUKA, MHIYLMPYIOMUKA (opMHupoBa-
HUE (PYHKIIMOHAIBHOMN MOYKH.

[Tpumepom (puseTHUECKOTO OrpaHMUYEHUSI MOXKET CIY>KUTh OTCYTCTBHE BapHa-
IUIA Cpeau KOHEYHOCTEH CyMYaThIX >KMBOTHBIX. B TO Bpemsi Kak KOHEYHOCTH BBIC-
X MJIEKONUTAIOIUX XapaKTEPHU3YIOTCS HEOOBIYallHBIM pa3HOOOpa3ueM, y cyMya-
TBIX OHU Pa3IMYaOTCA OYEHb Majo. bplTo MOKa3aHO, YTO MOCKOJBKY IJI0JI CyMYaThIX
BBIHY’KJIEH NOJI3TH K MAaTEpPUHCKOMY KapMaHy, MyCKyJaTypa KOHEYHOCTEH M XPsIl
JOJDKHBI OYeHb PaHO O(OPMHUTHCS B CTPYKTYPHI, CIOCOOHBIE 0OECTIEUUTh TIaBHOE:
XBaTaHUE U MOJ3aHUE, YTO MOYTH HMCKIIIOUAET BO3HUKHOBEHHE NE(PUHUTHUBHBIX KO-
HEYHOCTEH, 00eCIeunBaOINX APYTrUe TUIIbI ABHXKEHUS.

['enbl, npuoOpeTast B X0J€ HBOJIOLKN HOBBIE (PYHKIIMH, MOTYT BKJIFOUAThCS B
coctaB 0oJiee 4eM OJTHOTO MOAYJIsSl, YTO TAaK)K€ 3aTPyIHSET BOSHUKHOBEHUE M3MEHE-
Hus. [lnmefioTponust orpaHUYMBAET BO3MOKHOCTH aJIbTEPHATUBHBIX MEXaHU3MOB, 3a-
TPYIHSSI H3MEHEHUS.

Becbma [10Iro mosiaraiu, 4To caMmble paHHHUE CTaJMM PA3BUTHSA B HAMMEHBLICH
CTENEHU CKJIOHHBI K U3MEHEHMSIM, TaK KaK 3TH U3MEHEHHs] MOTYyT MPHUBECTH JHOO K
rudeny 3apoJiblia, MO0 K CO3JaHMI0 KOPEHHBIM 00pa3oM oTiauvarouerocs GeHoTH-
na. OgHako OOHapyXEHO, UTO HEKOTOPbIE BApUALMM PAHHEro JPOOJIEHUS MOTYT HE
BJIMSATh HA KOHEUHBI pE3ynbTaT Pa3BUTHs. DBOJIOLHMOHHBIE MOJIU(UKAIUU LIUTO-
MJ1a3MaTUYECKUX JETEPMHUHAHT Y 3apOAbIIIEH MOJITIOCKOB MOTYT JJaTh Hayajio HOBBIM
TUIAaM JIMYMHOK, KOTOpbIE, TEM HE MEHee, CIOCOOHBI MPONTH MeTamop(}o3 U JaTh
B3POCJIOr0 MOJUTIOCKA. A M3MEHEHHMS IUTOIUIA3MAaTUYECKUX JETEPMUHAHT Y MOPCKHUX
eXel MOryT AaTb 0COOHM, KOTOpble OyIyT pa3BUBATbCS MPSIMO, MUHYS CTAJHIO JIH-
YUHKH.

3.5. EAUHBLIE 3AKOHOMEPHOCTHU OHTOI'EHE3A 1 5BOJIIOLIN

['myOokue cBsi3u MEXIy OHTOTEHE30M U DBOJIIOIMEN OTMEUAIHCh €IIé CO Bpe-
MéH Y. [lapBuna. OnHako A0JAr0e BpeMsi 00CYKJIE€HUE 3TUX CBSI3€ B OCHOBHOM Bpa-
I[AJI0Ch BOKPYT BOIPOCA: YTO MEPBUYHO, a UYTO SBJISIETCS IPOU3BOAHBIM — OHTOTEHE3
niu 3BoJonusi? CoBpeMeHHasi HayKa MOCTaBUIa BOIPOC B MHYIO IMIOCKOCTh: €€ UH-
TEPECYET CXOJICTBO BHYTPEHHEN JMHAMUYECKON CTPYKTYpbl OHTOIE€HE3a U SBOJIOLIUH,
MTOCKOJIBKY 00a OHM SIBJISIIOTCS HauOoOJIee SIPKUM BBIPAXKEHUEM HeoOpamumblx camo-
OpP2aHU3YeMbIX OUOTIO2UYECKUX NPOYECCO8B.

[To-BunrMoMy, B OCHOBE O0OMX TIPOIIECCOB JiexKaT O ypKaIMOHHbBIE TUHAMHU-
YecKue CTPYKTyphl. Kak Mbl yxe 3HaeM W3 2.1, IpUMEHHUTEIBbHO K OHTOIEHE3Y 3TO
03HAYaE€T, YTO 3Tallbl IJIABHOTO PA3BUTHS M0 YCTOWYMBOMY IYTH YEPENYIOTCS C KO-
POTKUMH MEPUOJaMU METa- WM HECTAOMJIBLHOCTH, KOT/Ia MPOUCXOAUT BBHIOOP MEXKIY
JIBYMS alIbTEPHATUBHBIMU YCTOMYHMBBIMU JUCKPETHBIMU MyTsMU pa3BuTus. [lepexon k
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MeTa- WU HECTaOMIHHOCTH OMPEACIISIETCS 3HAYCHHUSMH SIHUTEHETHUYECKUX TapaMeT-
POB, KOTOpPbIE OTHOCUTEIHHO MEJIJICHHO U TUIABHO M3MEHSIOTCS TI0 X0y OHTOT€HEe3a.

B KkoHIIE KOHIIOB, MPECIOBYTHI OMOTEHETUYECKHUI 3aKOH M SBISETCS (hUKca-
IIUEH CXOJICTBA OHTO- U (hUJIOTeHE3a.

CoBpeMeHHas Hayka BCE 0oJiee MPOHUKAETCS MBICIBIO, YTO U DBOJIOLIMOHHOMY
IpoIecCy MPUCYIIA Takas ke CTPYKTYpa, XOTs U pa3BEPHYyTasi, HHOTO — Te0JIOTHYe-
CKOTO — BPEMEHH: JUITMTEIbHBIC TIEPUOIbI MEJICHHBIX U IJIaBHBIX MPeoOpa3oBaHUM
CMEHSIOTCS «B3PBIBHBIMU» MOMEHTAMH, KOTJIa OTHOCHUTEIHHO OBICTPO MOTYT BO3-
HUKHYTh KPYIHBIC IBOJIIOIMOHHBIC HOBIIECTBA. TakoBa, B YaCTHOCTH, YBOJIOIUOH-
Hasl TEOPHUSI KITPEPHIBUCTOTO PABHOBECHS.

MOXHO AymMaTh, 4TO K MOMEHTaM JBOJIFOIIMOHHBIX «B3PBHIBOB» MCXOJHBIN (he-
HOTHII CTAaHOBUTCS METAaCTaOMJIBLHBIM I JK€ BOBCE HEYCTOWUMBBHIM. B ciyuae 3Bo-
JIOIMOHHOTO TIpoIiecca KOHTPOJIbHBIE MapaMeTphl, MOABOANME (DEHOTUIT K MeTa-
WJIM HECTAOWJIBHOCTH, MOTYT OBITh TOJILKO T€HETUYECKUMH. JTO 03HAYaAET, YTO T€HO-
THUIT TI0 MEPE CBOUX SBOJIOLNHUOHHBIX U3MEHEHHM NMPUOOpETaeT CTPYKTYpY, HE COB-
MECTUMYIO C YCTOMUYMBOCTBIO MCXOJIHOTO (peHOTHMA (XOTS «BHYTPH C€0s» T€HOTHIT
MOKET OCTaBAThCSI BIIOJIHE YCTOWYUBBIM).

KoneuHo, sBodIONMSA OTJIIMYAETCS OT OHTOTE€HE3a HE TOJIBKO BPEMEHHBIMU
MaciTabamMu MepecTpoeK, HO U CYIIECTBEHHO OOJBIIECH pPOJbI0 BHEIIHUX BO3JCH-
CTBUH (BKJIIOYasi 0TOOP), a TaKKe DJIIEMEHTOM CIy4alHOCTH, HempeackazyemocT. Ho
HE CIIeyeT 3a0bIBaTh, YTO JIEMEHT CIIY9alHOCTH MPUCYTCTBYET U B OHTOTEHE3€E: MBI
HEe pa3 yOeKIaauch, 9YTO CyIb0a OTACIBHBIX KIETOK B XOJ€ Pa3BUTHS JCTEPMHUHHUPO-
BaHa 3HAYUTEIILHO MEHbIIIE IO CPABHEHUIO C CyIb00I1 IeI0r0, a UHOTIa M BOBCE CITy-
yaitHa. OTHAaKO, CKOJIb HU BETUK B DBOJIOIMH 3JIEMEHT CIIY9allHOCTH M HETIPEACKa3y-
€MOCTH, CaMO HaJMYHUEe JBOJIOIMOHHBIX WHBAPHUAHT IMOKA3bIBAET, YTO B IIEJIOM pe-
3yJNbTaThl IBOJIOLNMOHHOIO TpoIlecca 3aKOHOMEpHBI. HempenckasyeMble BHEIIHHE
BO3JICUCTBUS, BKIIOUYasi U (akTopsl 0TOOpa, KOHEUHO K€, He CBOOOHO «JIemsaT» ¢e-
HOTHUIBI U3 MHAUG(PEPEHTHOTO Marepuaia, a JIMIIb OCYIIECTBISIOT BBIOOP MEXIY
OTpaHUYCHHBIM YHUCJIIOM 3apaHee JEeTePMUHUPOBAHHBIX IUCKPETHBIX BapUAHTOB.
[Tpuuém ykazaTh, KAKOBBI 3TH BapUaHThI, MOXKET TOJBKO TEOPHsS OHTOTeHe3a. MIMeH-
HO B 3TOM CMBICJIE€ OHTOTEHE3 M IBOJIOLUS MPECTABISIOT COO0N eUHYI0 IPOOIeMy.
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