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IIpoGnema, kKacaromiasicsi HOHUMaHUS POJIM BpeMeHHOTO (haKTopa B SMOpHOreHes3e, Bce ellle HaXOMUTCS B
3a4aTOYHOM COCTOSIHUM. B TO ke BpeMsi O0JIbIIIoe KOJIMUECTBO Pa3IMYHbIX PUTMHUUYECKUX MPOLIECCOB, KO-
TOpBIe OBV OMMCAHbI B 9MOPUOTEeHE3€e SKUBOTHBIX, YKAa3bIBAIOT HA yJacTHe OMOJIOTUYECKHUX YaCOB B 3TOM
nepuojie OHTOoreHe3a. boJIbIMHCTBO U3 HUX (OMOXUMUYECKUEe, OModu3nIecKre, IMTOJIOTUYECKUE) ObLIN
BBISIBJICHBI B TIpoliecce APOOICHUS U OOBIYHO MMEIOT MPOAOJIKUTEIBHOCTh, PABHYIO OTHOMY ACJICHUIO
npobneHus (tg).

MBI ucciieoBai B OCHOBHOM Pa3BUTHE 3apOIBIIIIEH JO0COCEBBIX PBIO, KOTOPBIE TTO CPAaBHEHUIO C IPUBBIY-
HbIMU MonesisiMu (Danio rerio, Orysias latipes) UMEIOT psiji NOTIOTHUTEIbHBIX JOCTOMHCTB: OHU TPUMEPHO
BIBOE KPYyITHEE Ha CXOMHBIX CTaausIX 1 pa3BuBaoTcsa B 30—40 pa3 MemiieHHee. Y MO3BOHOYHBIX HauboIee
SIPKUM U MPOJOJIKUTEIbHBIM PUTMUYECKUM TIPOLIECCOM SIBJISIETCSI COMUTOTreHe3. B OTHOILLIeHUM BpeMeH-
HBIX ¥ IPOCTPAHCTBEHHBIX aCTIEKTOB COMUTOTEHE3a pacKphiTa cepus GyHIaMeHTaATbHBIX (DaKToOB: 1) Bpems
00pa3oBaHUs KaXI0ro HOBOTO COMMTA (Tg) COXPaHSIETCS MTOCTOSIHHBIM; 2) 3TO BpeMsl KOHTPOJIUpPYeTCs ¢
BBICOYAIIe}l TOUHOCTBIO; 3) pa3Mep HOBBIX COMUTOB (/g) BIOJIb NEpeIHe3aIHEN OCY TOCTOSIHEH;; 4) B ITPO-
1ecce MopgoreHeza COMUTOB BpeMeHHOI (haKTop MO CPaBHEHUIO C MPOCTPAHCTBEHHBIM UTPAET HEPBUUHYIO
poiib. PUTMBI T 11 Tgy pa3HBIX BUIOB SIBJISTIOTCSI PABHBIMU MJIM COOTHOCSITCSI KaK KpaTHBIE YHCIIA, YTO TIPE-
rnoJiaraeT ux eauHylo rpupoay. O6Hapy>keHa O4eHb BbICOKasl CTeIIeHb CHHXPOHHOCTU B Pa3BUTUU 3apOIbI-
IIei OT Havyayia APOOICHMS 10 KOHIIAa COMUTOTEHEe3a, YTO JOKa3bIBaeT HAIMYME MOCTOSTHHOTO BpEMEHHOTO
KOHTPOJISI UX Pa3BUTHSI HA TIPOTSIKEHUM OoutblIeit yacTh aMOopuoreHesa. [1pearnosaraercs, YTo onmrucaHHbIC
9HAOTEHHBIE PUTMBI OTBETCTBEHHBI 32 KOOPAWHAIIMIO M MHTETPALIMIO MHOTOYPOBHEBBIX ITPOIIECCOB OM-
OpuoreHe3a, KOMIIEHCUPYSI OTCYTCTBHUE B 3TOM Ieproae CpopMUPOBAHHOK HEPBHOM CUCTEMBI.

Karoueswie crosa: amOpuoreHe3, puTMHUUIECKHE TTPOLIECChl, OMOJIOTUUECKUE Yachl, IPOOJEHUE, COMUTOIE-

HE3, CMAMCKUC 6.TII/I3HCL[]>I, HWHTEIrpupyromee 3SHaYCHUEC pUTMOB.

XOpOIII0 U3BECTHO, YTO perIaMEeHTAIINsI JIIOOBIX BH-
JTOB aKTUBHOCTH KMBBIX OPTaHM3MOB 00JIeTJaeT X BbI-
niorHeHMe. COOTHECEHME Pa3TMIHBIX BUIOB KU3HEICS -
TETFHOCTH C BPEMEHHBIM ITOTOKOM, CTIOCOOHOCTD YU~
THIBATh €r0 KOJMYECTBO COBepIaeTcs Oraromapst
MePUOIMIHOCT aCTPOHOMMUYECKUX SIBJICHWIA: CMEHe
JIHST U HOYM, CE30HHOCTH, PA3JIMUYHBIX KOCMUYECKUX
pvsiHuii. [ToaToMy HOpMaibHBIE TIPOSIBJICHUSI SK3HE-
JIESITeJTIbHOCTU B3POCIbIX OPTAHU3MOB POUCXOST B CO-
OTBETCTBUU C MEPUOAUYHOCTHIO ACTPOHOMUYECKUX SIB-
JICHUIA.

IMomuuHsI0TCA M KaKOMY-JIM00 BpeMeHHOMY pe-
>KMMY OPTraHM3Mbl B T€YEHUE SMOPUOHAILHOTIO TIepUO-
na? DTOT mepuoid XapaKTepu3yeTCsl OTHOCHUTEJIbHOM
KpPaTKOCTBbIO M HEOOBbIYaifHO OypHBIMU IIpolieccaMU
nuddepeHIMpoBK 1 MopdoreHe3a. CyuTaeTcsi, 4To
3HAYMTEJIbHAST YacTb TeHO(OHIA, COCPEIOTOYSHHOTO B
KJIETKaX Y TTIO3BOHOYHBIX, MPOSIBJISIET CBOIO aKTUBHOCTh

B riepuof asMoproreHesa (Pagpd, Kopmen, 1986). Ecre-
CTBEHHO BO3HMKAET BOMPOC, KAKMM 00Pa30M YIaeTcsl
OpraHM30BaTh MIOPSIIOK B paboTe OrPOMHOIO YKMCIIA Te-
HOB, He 3a0bIBast TP 3TOM, UTO 3KCITPECCHS TTOCTICTHIX
SIBJISIETCS TOJTBKO TMEePBBIM IIIarOM B MHOTOCTYTICHYATOM
Mpollecce pealn3aii reHa B IpU3HaK.

M3znaBHa cyliecTByeT TOUKa 3peHusl, KOTopasi pas/e-
JISIeTCSI MHOTFIMU CTIEITUAICTAMU U TTOHBIHE, O TOM, YTO
pa3BUTHE OpraHM3Ma C CaMOTO Havajla TIPEICTaBIISCT
co0Oi1 1IeTb MOCIEAOBATEIBHBIX CTAAUM, MTOCTEITIEHHO
cMeHstroImX apyr apyra. Cmur (1970) cuutai, yro pas-
BUTHE, MIO-BUANMOMY, TIPOUCXOINT MO3TAITHO, IPUIEM
HEOOXOIVMMBIM YCJIOBUEM HACTYIIICHMSI KaXKIOrO CIeIy-
JOILIETO 3TAara sIBJISIeTCs 3aBeplleHIe TTpeabIayIero. Sc-
HO, YTO MNPHM TaKOM IMPEACTABICHUM MPOIOJIKUTEIb-
HOCTb MPOLIECCOB SIBJISIETCS CIEACTBUEM (DU3UKO-XUMU-
YECKHMX YCJIOBUI, B KOTOPBIX OHU IPOTEKAIOT (TeMIIe-
patypa, O,, pH u n1p.), 1 noaTOoMy BpeMsl SIBJISIETCS TPO-
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M3BOIHBIM 3THX YCJIOBUI, HO HE UTPAET POIU MEPBUY-
Horo ¢akTopa. 3allUTHUKK 3TOU TOUKU 3peHMS IoJ1ara-
IOT, YTO MPOIOJLKUTEIFHOCTD PA3IMYHBIX SMOPHUOHAIb-
HBIX OTallOB HE SBIIETCS CTPOTrO  ITOCTOSIHHOM
BCJIEJACTBUE ITOMEX WJIM HECOBEPILIEHCTB KOHTPOJIS KaXK-
Joro rpouecca. Ha ocHoBe 3TuX MpeacTaBieHUi cuuTa-
€TCsI, YTO CMHXPOHHOCTh MEXIY 3apOAbIIIaMHM OTHOM
KJIaIKA HE MOXET OBbITh BHICOKOM, 1 TTO3TOMY B TaKOM
KJIaIKe UMEIOTCSI KaK IIepeiOBhIC 3apOIbIIIN, Haunbdosee
OBICTPO pa3BUBAIOIIMECS, TAK X OTCTAIOLINE (TEPMUHO-
qorust no: Jdetnag, 1962; Urnareesa, 1970). OnHum 3
JIOKA3aTeJIbCTB aCUHXPOHHOCTU Pa3BUTUST 3apOJbIIIIeit
OOBIYHO CYMTAIOT PA3HOBPEMEHHOCTb ITpOLiecca BELIYIT-
JneHus ux u3 guil B omHou kianke. CornacHo Kpucrny
(Crisp, 1981), mIpomo/oKUTEILHOCTh 3MOpHOreHe3a 3a-
poOplIeii U3 OMHOM KiaIKe MOXKET pa3IndaTbCs Ha
20%. OmHaKo MPUYMHA 3TOTO SIBIIEHKS CBSI3aHA C TEM,
YTO aKT BBUIYIIJICHUS 3aBUCUT OT KOMIUIEKCA BHEITHUX
YCJIOBUIA M B 3aBUCMOCTH OT ITOCJICTHIX MOXKET ITPOYIC-
XOIWUTh Ha MOP(OJIOTUYECKM pa3HbIx cTanusax (Iopomu-
JioB, 1983).

OnHaKo MOCTENIEHHO B3IJISIT Ha 9MOPMOTreHe3 KaK Ha
rpolecc, MPOTEeKaloIuii BO BpeMEHU OTHOCHUTEJIBHO
MPOU3BOJIBHO, HAYUMHAET MEHSIThCS. DTO SIBJISIETCS CIIeT-
CTBHEM paboT 110 N3YyYESHUIO SMOpHOTeHe3a ¢ obecriede-
HUeM 0oJiee CTPOTMX METOAUYECKUX YCIOBUIA, YTO TT03-
BOJISIET OLIEHUBATh KOJIMUYECTBEHHbIE 3aKOHOMEPHOCTU
MPOLIECCOB Pa3BUTHS, a TAKKE PE3yJIBTATOM TTOCTAHOB-
KW 1IeJIOM TPYIIbI CHELMATbHBIX 9KCIIEPUMEHTOB LTSI
BBISIBJICHUSI POJIM (paKTOpa BpeMEHU B OCYILICCTBIICHUN
SMOpHoreHe3a. BeIICHMIIOCH, UTO B 3apOIbIIIaX MOKHO
OOHAPYKUTD LIEJIBIA psii pPUTMHUYSCKUX ITPOLIECCOB, Ha-
JINYKE KOTOPBIX B KUBBIX CUCTEMAX OIpPENETICHHO MOX-~
HO paccMaTpHBaTh KaK ITOKa3aTesd CYIIECTBYIOIIETO
BPEMEHHOIO0 KOHTPOJIS, WIN “OMOJIOTMYECKUX YacoB”
(IyaBuH, 1979). Mbl pacCMOTPUM Psil PUTMUYECKUX SIB-
JICHUIA B SMOpUOreHe3e MO3BOHOYHBIX, KOTOphIe OOHA-
PYXXMBAIOT CXOICTBO MEXIy COOOIi IO OIpeaeieHHbIM
napamerpaM. Cpeayd HUX COMUTOTEHE3 IPEICTaBIISIET
sgpuaiiiiiee sIBJICHUE 1 eMy OyIeT yaejaeHO HauboJblee
BHUMaHUeE.

B HacTost111ee BpeMsI INTABHOI MOJIEbIO B UCCIIEIOBA-
HUSIX OMOJIOTUN pa3BUTUS pbIO ctasia Danio rerio, Wi
pbIOKa-3e6pa (zebrafish). Cunraercst, 4To ee SMOPUOHEBI
SIBJISTIOTCS UA€ATbHBIM OOBEKTOM TSI KIIETOUHBIX M TKA-
HEBBIX MCCJIENOBAaHMI 3MOpHoreHe3a Ojaromapst Ipo-
3pavyHOCTU SMOPHMOHOB U MPOCTOTE MX KYJIBTUBUPOBA-
Hus (Kimmel et al., 1995; Stickney et al., 2000). B Haiei
paboTe TpencTaBiIeHBl Pe3yabraThl COOCTBEHHBIX WC-
cJieoBaHUI, B KOTOPBIX ObLIa UCMOJIb30BaHA UKpa JIO-
COCEBBIX PBIO. 3apOABIIIIN 3TUX PBIO 00JIa1aI0T TEMU XKe
JIOCTOMHCTBAaMH, UTO U D. rerio, HO B CPaBHEHUN UMEIOT
PsII IOTIOTHUTENIBHBIX TIperMyIiiecTB. Bo-TiepBbIX, 3M-
OGPUOHBI JIOCOCEBBIX PhIO BCEra KPyImHee, YeM TaKOBbIE
D. rerio cxomabIx ctaguii. Hampumep, mnameTp 61acTo-
JICKA Ha craguu 3urotel y D. rerio cocrasisieT 0.6 MM
(Kimmel et al., 1995), Torna Kak y 1ococeii OH BapbupyeT
ot 1.0 no 1.3 MM (CmupHOB, 1975); nyiHa aMOproHa y
D. rerio Ha craguu 26—27 coMuTOB cocTaBiser 1.6 MM
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(Kimmel et al., 1995), B TOo BpeMsI KaK y JIOCOCSI OHa J0-
cturaeT 4.0 MM (Iopomuiios, 1998). OnHako, 1o HaleMy
MHEHUIO, CaMbIM OOJIBIIMM TIPEUMYIIECTBOM PEIO
Salmonidae sgBIsIeTCcS MeIEHHAst CKOPOCTh X BMOPHO-
reHe3a, YTO JAaeT BO3MOXKHOCTh ITIPOBOAMTD OIMCATE/Ib-
HBIC U 9KCIICPUMEHTAIbHBIE PabOThl B 3TOM IIEPUOIC
OoJree meTaabHO U C OOMbIIEH TOYHOCTRIO. Benencreue
BBICOKOII CKOPOCTW Pa3BUTUSI 3apObIIIEe OONBIITH-
CTBa, €CJIM He BCeX, MOAEJIbHBLIX BUIOB (D. rerio, Meaka,
KYPMHBIN 3apOIbIIII 1 T.4.) TaKue IIpo0JIeMbl, KaK ypoO-
BEHb TOYHOCTU OLIEHKHM PUTMUYECKOIO COOBITUSI WJIU
CTelleHb CUHXPOHHOCTH MEKAY 3apOJIbIIIaMUA B OTHOM
KJIaJKe, OCTaBa/IMCh HeBBISICHEHHBIMU. Pa3zBuTie 3apo-
JIBIIIEH JIOCOCEBBIX PHIO ImponcxonnT B 30—40 pa3 men-
JICHHee, 4yeM 3apodpliieit D. rerio, TaK KaK MX HOpMaJlb-
HOE pa3BUTHE IIPOTEKAET IpY OYeHb HU3KOM TeMIlepa-
Type. MemeHHas: CKOpOCTh 3MOpHoreHe3a Io3BOJIsSIeT
3HAYUTEJIBHO YBEJIMUNTh TOUYHOCTh U3MEPEHMS BpEMEH-
HBIX MTHTEPBAJIOB Pa3BUTHSI, BKIIIOYASI U3MEPEHUE CTaH-
JIAPTHBIX OTPE3KOB 3MOPUOHAIBHOIO BPEMEHU T U Tg
(cM. HIKe), U 6oJiee JOCTOBEPHO OLICHUTD CTETIEHb CUH-
XPOHHOCTH Pa3BUBAOIINXCSI SMOPMOHOB BHYTPY OTHOM
KJTaaKMN.

PUTMHWYECKHE IMTPOLECCHI
B ITEPUOA APOBJIEHUA

INepuon npobneHus1 — HanboJiee paHHUI B SMOPUO-
TeHe3e, U B 3TOM MepUoJIe y>Ke OOHApYKeH 11eJiblii Habop
MPOLIECCOB, KOTOPbIE UMEIOT pUTMUYECKHWA XapakTep. B
TIEPBYIO O4Yepe/ib, 3TO JACJCHUSI CAMUX KJIETOK, COBEpIIIa-
IOIIMECS CMHXPOHHO Ha IpoTsbkeHmu 10—11 nukiioB
(Topomunos, JIunen, 1978; Kimmel et al., 1995) npu-
MEPHO C OJWHAKOBBIM BPEMEHHBIM WHTEPBAIOM T
(Oetnad T., Jetmmad A., 1960) Mexxmy omHOUMEHHBIMHI
(hazamu simepHoro 1uKIIa. bblio Takke moKa3aHo, UTo B
3TOM e Mepuo/ie HabII0AAI0TCSl pPUTMUYECKIE KoJieOa-
HUS psiga OMOXUMUYECKUX U OMOdU3NUeCcKUX TToKa3a-
Teseit unu peakimii. Harbosiee THTEpeCHBIMU SIBIISIIOT-
¢S TIepUoINYeCKre U3MEHEHUSI PUTUIHOCTH B TIOBEPX-
HOCTHOM cJioe LIMTorUia3Mbl 3apobiiieit (Yoneda et al.,
1978), nuameHeHus1 (hopMbl siilia B BUIE YIUIOLIEHUIA-
OKPYIJIEHUMM M pacrpOCTpaHEHUE MOBEPXHOCTHOM CO-
KparuteabHoi BoyHbI (Hara et al., 1980; Sakai, Kubota,
1981; Sakai, Shinagava, 1983). (O630p 3TUX U IPYTUX KO-
JiebaHuii cM. B pabotax: Iopomuios, 1990; Satoh, 1982.)
Y MmommockoB Ilyanassa v Dentalium u3 otp. Gastropoda
MOJIsSIpHas JIONAacTh, OTpe3aHHasl OT silla Ha CTaauu
2 6;1acTOMEPOB COBEpIIACT PUTMUUYCCKUE IBVDKCHMS,
CUHXPOHHBIE C IeJIEHUEM HeMOBpeXIeHHbIX stull (Mor-
gan, 1933, 1935). Bce aTu KosebarenbHbIE MPOLIECCHI
MPOUCXOAST Yepe3 UHTEPBAJIbI, KOTOPBIE IO MTPOIOJIKI-
TEJILHOCTU SIBJISIIOTCSI PaBHBIMU KJIETOUHOMY LIUKITY
IpobieHus, T.e. 1, OHU coBeplIAOTCsl KaK B MHTAKT-
HBIX, TaK 1 B DHYKJIEMPOBAHHbIX SIA1IaX U B 0€3bAEPHBIX
dparMeHTax siina. KpoMme Toro, ObLJI0 Moka3aHO, YTO
U3MEHEHUS! BJIEKTPUUYECKON aKTMBHOCTH SMOPUOHAJIb-
HBIX MeMOpaH I10 pa3HbIM MoKa3aTessiM (MeMOpaHHBIN
MOTeHLIMAJT, SJICKTPUUECKOE COIPOTUBIIEHUE) TaKXKe
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BUOJIOTMYECKUE YACBI B SMBPUOI'EHE3E [TO3BOHOYHbIX

TTPOSIBIISIIOT YETKYIO TIEPUOAMIHOCTD C TIPOIOJIKUATEITb-
HOCTBIO pUTMa, paBHOU KiieTouHOMY LIMKITY (boxkkoBa
u ap., 1974; Toiiga u op., 1981).

COMUTOI'EHE3 KAK WAEAJIbHBIN
PUTMHUYECKHWHA TTPOLECC

OceBoit OTAeT TTO3BOHOYHBIX B 9MOPHOTeHE3¢e TTO/-
BEpraeTcsl CErMeHTallMM, B KOTOPOM MEPBUYHBIM TTPO-
LIECCOM SIBJISIETCSI pasfesieHue MapaxopaalbHbIX Tlia-
CTOB ME30IepMBI B POCTPOKAYTATHLHOM HaIlpaBJICHUN
Ha CepHIO OTIENIbHBIX TeJell Ui cOMUTOB. OHU BblIe-
JISIIOTCSI [TapaMM, TIO OMTHOMY C KaK/1o¥ CTOpoHbI. Mx 00-
mee yrcio BapeupyeT oT 30—40 (y pei6 cemetictB Co-
bitidae, Percidae n Cyprinidae, Bkmouast D. rerio ¢ 30—
34 comuTamMu) 10 HECKOJIBKMX COTEH Map y 3Meii 1 aKyJl.
IMopoit oH HaCTOIBLKO ITPOIOJKUTEIICH, YTO Ha ero (hoHe
TPOUCXOINT TOSIBJIEHUE 1 YaCTMYHOE Pa3BUTHE TTOUYTU
BCEX OCHOBHBIX CUCTEM Oyayliuero opranusma. ITpons-
BOINHBIMHM OCEBOM CETMEHTAIlU SIBJISTIOTCS MHOTOMBI,
TTO3BOHKHU, pedpa, KOPEITKN HEPBOB CITMHHOTO MO3Ta,
CEerMEHTHBIE KPOBEHOCHBIE COCY/IbI.

Bpems obpazoearnus kaxcdoii naper comumoes npu no-
CMOSIHHOU memnepamype s6451emcsi KOHCMAaHmMHOLL 8eau-
YUHOL. ABTOP BBITIOJIHWJI CIIELIA/IbHbIE UCCJICIOBAHMSI,
Kacalollrecs] U3MEepeHUII CKOPOCTM COMMTOTEeHe3a y
pa3HBIX BUIOB pEIO. Bce HaOmomeHNS ITIpOBOIVIIM B MTH-
KyOaTOpHBIX allllapaTax ¢ HelmpepbIBHOM MPOTOYHOCTHIO
BOZIbI, B KOTOPBIX ITOMAEPKUBATIACH CTPOTO MTOCTOSTHHAS
TeMmneparypa. JlaHHbIe TI0 TPUPOCTY YKCJIAa COMUTOB B
TeYeHe COMUTOreHe3a ObUTH TTOTydeHbI TPUMEPHO ISt
20 BUOOB PbIO, MPUHAMJIEXKAILMX K PA3IMYHBIM OTPSIIaM
(Samonoformes, Esociformes, Perciformes, Ga-
diformes). Bo Bcex ciydasx CKOpOCTb OOpa30oBaHMsI
OOJIBIIMHCTBA COMUTOB Yy 3MOPHOHOB KaXKIOro BUAA
obuta crporo mocrosiHHOM (Iopomumos, 1980, 1983,
1985, 1988, 1990, 1991, 1992, 1998, 2004; Toponuios,
Mensaukosa, 2006; Gorodilov, 1992, 1995, 1996; Gor-
odilov et al., 2008). I[ToaToMy MBI MOXeM TOBOPUTH O
PUTMUYECKOM XapaKTepe 3TOro Ipoliecca Y pblo U, To-
BUAMMOMY, Y APYTYX MTO3BOHOYHBIX. B KadecTBe Minmo-
CTpalyy TIpeIcTaBIeHbl rpadUKU IIPUPOCTA YKUCIIA CO-
MUTOB B 3aBUCUMOCTU OT BpEMEHU MHKYOAIlMU B MPO-
11ecce COMUTOreHe3a y SMOPHOHOB aTJIAHTUYECKOTO JIO-
cocs Salmo salar L. v mryku Esox lucius L. 1ipy pa3HbIX
MOCTOSIHHBIX TemIlepatypax (puc. 1). MaxkcumMaabHO
BO3MOXKHOE YMCJIO COMUTOB Y 00OMX BUIOB PaBHO 67—
69. Jlerko MOXHO YBUAETh, UTO YBEIMYEHUE YMCTIA CO-
MUTOB B IMaIia30He OT 2 110, 10 KpaliHeit Mepe, 60 (y J1o-
cocs1) uiu 10 58 (y IIyKW) HaXOOUTCSl B CTPOTO JIMHEH -
HOI1 3aBUCUMOCTU OT BPEMEHU MHKYOALMKU. DTO O3HAa-
YaeT, YTO BCE COMUTHI B 3TOM JIMara3oHe, a CKOpee BCETo
HauuHas ¢ 1-i mapbl, (hOPMUPYIOTCS Yepe3 OIUH 1 TOT
K€ MHTepBaJl BpEMEHU, KOTOPbI 0003HAYEH CUMBOJIOM
15 (Tay-comut). [Toce 58—60 map coMUTHI hOPMHPYIOT-
cs1 6oJiee MEUIEHHO, YTO MPOCIISXKUBASTCS M0 U3MEHE-
HUIO HaKJIOHA KpUBLIX 3 U1 4 Ha puc. 1. Ciemyer otMe-
TUTB, UTO TTOCJIE€ 3aBEPILIEHUSI COMUTOTeHE3a HECKOJIEKO
MOC/IETHUX KaylaJbHbIX T1ap COMMUTOB JET€HEepUpPYIOT,
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Puc. 1. 3aBUCMMOCTD 4KCJIa COMUTOB (ITO OCU OPAMHAT) Y 3a-
pOIBIIIIe aTJIaHTUYeCKOro Jiococst Salmo salar (a) v 1yKu
Esox lucius (6) or BpeMeHU MHKYOaMu (110 OCU abCLIMCC, Y)
TIpU pa3HbIX peXXMMax IMOCTOSTHHOM Temmeparypbl: 1 — 7.0,
2-5.0,3-2.7,4—1.0°C.

TaK YTO OHU MOT'YT ObITh HA3BaHKI TICEBIOCOMUTAMU, B
OTJIMYME OT UCTUHHBIX COMUTOB. [10-BUAMMOMY, TOIBKO
13 MOCJIETHMX IT033Ke BOBHUKAIOT METAMEPHI, TAKME KAaK
MJOTOMBI, TTO3BOHKH, CETMEHTHBIE KPOBEHOCHBIE COCY-
IIbI, VI T.A.

Tot dakT, 4TO GONBITMTHCTBO COMUTOB TTOSIBIISIIOTCS
yepe3 OIMH U TOT Ke BpeMEHHOI MHTEPBAJT T g, TTO3BOJISI-
€T BBIYMCIIUTh 3TOT MHTEPBAJ JIMOO Ha TIPSIMOJIMHEITHOM
YaCTU KaXI0M KPUBOI Ha IrpadyKax, JIMOO C IIOMOILBIO
CJIEIYIOIIETO COOTHOIICHUS:

Tg=hL—4/m—n,

IIe 4, U , COOTBETCTBYIOT BpeMEHU UHKYOAIIMU Ha JIBYX
MOCJICAIOBATEIbHBIX CTAAUSIX COMUTOICHE3A C YUCIIOM
ap COMUTOB A, 1 H,, IPUYEM OYEBUIHO, YTO YeM OOJIb-
11Ie pa3IAIre MEXIY /1, M i, TEM BHIIIIe OyIeT TOUHOCTh
onpeaenenust tg (Iopomwios, 1992; Gorodiloy, 1995).
3Has1 MPOJOJIKUTEILHOCTh SMOPUOHANIBHBIX CTAIUIA 1
MX BPEMEHHOE pacIKcaHue MpU TOU XKe TeMIlepaType,
MBI MOXXEM TIPEBPATUTD TTPOIOJDKUTEIBHOCTD CTaIuiA,
BBIPAXKEHHYIO B ACTPOHOMUYCCKUX €AUHULIAX 7, B -
HMIIbI OTHOCUTEIBHOM MPOIOJIKUTEIBHOCTH £,/ T
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TaﬁJmua 1. Onpez[eﬂeHI/Ie HMHTEpBaJia TgB TCHCHNE pPaBHOMEPHOTO COMUTOICHE3a Y SapOI[LILHCﬁ aTJIAaHTUYECKOI'O JIOCOCA

Salmo salar L. n3 pa3HbIX MOMYJISIIU]

Yucno coMUTOB B IPO0E 3apObIIIIESii: Mepuon OTKIOHEHEHIE
Temneparypa,| [Tonynsiuust | cpennee U (B cKOGKAaX) Y KaXI0TO 3apoabIIIa HAGTIONEHHIT SHAUCHUE Ty, | . OTHO-
+0.05°C (peka) MUH
" " t,—t;,4 ro 3HavYeHwus, %
1 2
0.4 Kona' 12.8 £0.15 56.8£0.18 840 1146 0.1
(12, 13,13, 13, (56, 57, 57, 57, 57)
13,13, 13)
Hega? 16.0£0.00 58.8 £0.17 818 1147
(16, 16, 16, 16, (58,59, 59, 59, 59,
16, 16, 16) 59, 59, 59, 59)
6.0 Kona! 12.5+0.34 56.2+0.22 291 400 1.0
(11, 13, 13, (56, 56, 57, 56, 56)
13,13, 12)
Canaua’ 8.3+0.25 54.3+0.19 306 399
8,8,8,9,9,8) (54, 54, 54, 55, 54,
54, 55, 54)
Hesa? 7.0+£0.22 56.9 £ 0.21 335 403
(7,6,8,7,7,7,7) (57, 56, 57, 57, 58,
56, 57, 57)

[Mpumeuanue. bacceitHbl: ! BapeHiieBa Mmops (69° ceB. mup.), 23 Banmniickoro Mops (60° 1 57° ceB. IIUP. COOTBETCTBEHHO).

Wcronb3ys kpaiiHue TOYKH Ha TIPSIMOJIMHEIHOIM Ja-
CTU KaXIIO0¥ KPUBOM, MOXXHO PACCUUTATB Tg TSI KAXKION
TeMIepaTypbl WIX OPsIMO Ha KPUBOI, WJIN C TIOMOILIBIO
yKa3zaHHOM Bbiiie (hopmyinsl. HampuMep, ee 3HaYeHMS y
aTJIaHTUYECKOro JIOCcoCs Il TeMIlepaTryp, MpeacTaB-
JIEHHBIX Ha rpacdmkax (puc. 1), ObLIH oIpencsieHbl Kak
caenyrorue: 7.0°C — 333 wmuH; 5.0°C — 464 MuH;
2.7°C — 711 mun; 1.0°C — 1008 MuH.

Teneps BO3HMKAET BOIIPOC, KAKOW YPOBEHb TOYHO-
CTH JOCTUTAETCs TIPU OMpeAeSieHNU Ty KaK BPeMEHHOM
€IVHUIILI BHYTPEHHUX OMOJIOTMYECKMX YaCcOB OITICaH-
HBIM criocoboM. Eciu Bce 3aTpaThl BpeMeHU TSI TIPUTO-
TOBJICHUSI HEOOXOIMMBIX JTaHHBIX (TTOTyYeHME Iperapa-
TOB >KMBBIX 3aPOJBIIIICH 1 MOACYET COMUTOB Y KaKIOTO
M3 HUX) CO CTOPOHBI HAOJTIOIATE ST YMEHBIIUT 10 MU-
HMMYMa, a Mbl CTPEMWINCH K 3TOMY, YPOBEHb TOYHOCTH
OIpeaeIeHUs Tg MOXKET, B CyLIIHOCTU, OTPaXKaTh yPOBEHb
TOYHOCTHU pabOThI CAaMUX BHYTpeHHMX 9acoB. C 3Toii 11e-
JIBIO Tg U3MEPSUTM Y 3apOJbIIIIeii OMHOTO BUIA B JABYX-
TpeX MapauIe/IbHBIX CEPUsIX, Pa3BUBABIIMXCS B COBEP-
IIEHHO WICHTUYHBIX YCJIOBUSIX, IIPUIEM KUCITOIb30BaAIA
HWKPY PBIO JIMOO M3 pa3HBIX TTONYJISILIMIA, JIMOO U3 OTHOMN
MOIYJISILAN, HO Pa3HBIX KITAIOK.

B Tab6s. 1 1 2 npeacrapieHbl JAaHHBIE TTO BbIYMCIIE-
HMIO Tg Y Pa3IMYHBIX BUIOB JIOCOCEBBIX PBIO, MPUYEM
JUISL peleHUs 9TOM 3aauyd MO BO3MOXHOCTU CTPEMU-
JIUCh MCIIOJIb30BaTh KpaltH1E SMITMPUUYECKIE TOUYKA Ha
KPUBBIX IPUPOCTA YUCIa COMUTOB. JTsT TOTO 4TOOBI TI0-
KazaTb, C KAKUM MaTepuajioM Mbl UMEJU JEJ0, 3[eCh
MPEJCTABISIOTCS HE TOJBKO CPENHWE 3HAYECHUS 4Yuciia
COMMTOB M3 BCEX 3apObIIICH TAaHHO TTPOOBI, HO TAKXKE
YHCJIO COMUTOB Y KaXI0TO MHAWBUIYaATLHOTO 3apObl-
ma B Tpode. TTokasbiBas yndTATETIO 3TU JAHHBIE, MBI

obecreyrBacM BO3MOXKHOCTh CYIMTH 00 YpOBHE CHH-
XpPOHHOCTU Pa3BUTUS 3apoAblllieii B COCTaBe OIHOI
Kinaaku. HecoMHEHHO, 4TO BO BCEX CIIydasiX CTEIICHb
CUHXPOHHOCTU B KIIAAKE OCTAETCSI OYEHb BBLICOKOIA,
[PUYEM, YTO YIUBUTEJIBHO, OHA OCTACTCSI Ha OOHOM
YPOBHE OT HayaJia 10 KOHLIa COMUTOIeHe3a.

JaHHbIe, TTOKa3aHHbIE BTa01. 1 11 2, pacKpbIBaIOT IC-
KIIIOYUTEJIBHO BBICOKYIO TOYHOCTH BPEMEHHOIO KOH-
TPOJISI IPH 0OPa30BaHMM COMUTOB. OTKJIOHEHMS B a0CO-
JIIOTHBIX 3HAYEHUSIX Tg, OTNPEJESIEHHOTO B TMapasUle/ib-
HBbIX CepUsX, He TMpeBbIIAIT 1%, a B HEKOTOPBIX
ciaydastx gaxe 0.1%, 4ro cocrapisieT OIMOKY B 1 MUH
Ji1st uaTepBaia 1000 muH. B3s1B B pacueT Bpemsl, 3aTpa-
YeHHOE Ha IIPUTOTOBJICHUE IIPEIIapaToB U3 5—9 3apoabl-
et (30—50 MUH), U UMeS B BULLY, UTO Tg OTIPEAEIISIeTCs
KaK CpelIHEeCTaTUCTUYEeCKas BEJIMYMHA, BbIBEACHHAS
MIPU MOJICYETE COMUTOB Y KaXKIOTO U3 3TUX 3aPO/IBIIIICH,
MOXKHO TI0JIaraTh, YTO peaibHbIA MEXaHU3M, O0eCITeUn-
BaIOILUI KOHTPOJIb TTOAACP>KAHUSI pUTMA COMUTOTeHe3a
Y MHIWBUTYATbHBIX SMOPHUOHOB, paboTaeT ¢ elle bosee
BBICOKOI TOYHOCTHIO. C MO3UIINI1 3TUX JAHHBIX MBI MO-
»K€M TOBOPUTH O CYILIECTBOBAHMU Yy 3apOAbIIIEC HAO0-
TEHHOT'O YaCOBOI'O MeXaHU3Ma, CITOCOOHOTO YYUTHIBATh
BpeMsI C YPOBHEM TOYHOCTHM, KOTOPBHIA MOXET OBIThb
CpPaBHUM WIM Jaxe MPEeBOCXOAUTb YPOBEHb TOYHOCTU
MEXaHWYECKUX 4acoBbIX cucTteM. EcTb M elile Kakue-
JI0O Apyryve OMOJIOrMYecKye IPOoLIECChl, padoTaloIIe
Ha TaKOM K€ YPOBHE TOYHOCTH? ABTOPY O TAKOBBIX HU-
Yero He U3BECTHO.

B camoii uzBecTHOI paboTe, MOCBSIIESHHON Oomnuca-
HUIO S9MOpPUOTeHe3a phIO, YTBEPXKIAETCS, YTO ACUHXPO-
HUS MEXIY 3apofbliliaMu, OIJIOJOTBOPEHHBIMU OIHO-
BPEMEHHO, “BO3HMKAET Ha CaMbIX PaHHUX CTaIUsIX, U
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Tadmmna 2. OnpezneneHue MHTEpBaja Tg B TEYEHNE pABHOMEPHOTO COMUTOTEHE3a y 3apoblieii kuxkyda Oncorhiynchus

kisutch (Walbaum)

) Yucio COMUTOB B ITPOOE 3apOAbIIIEH:
Temmepatypa, l'lopl);;ﬂ;[(eom)m cpenHee U (B CKOOKax) ngI/IOI[ . | 3uamenme <, OTIgIOHCHeHI/Ie
+0.05°C P Y KaXI0Tr0 3apobliiia HaOIIOAEHUI MIH 0T a6COJIIOTHOTO
KJIaIKU LH—1t,4 3HauyeHus, %
ny ny
6.0 1 2.0+ 0.41 59.7 £0.16 332 340 0.9
2,1,3,2) (60, 60, 59, 59,
60, 60, 60, 60)
6.0 2 9,6=+0, 36 54.7 £ 0.18 261 343
9,9,11,9, (55, 55, 54, 55,
10,9, 10) 54, 55, 55)
0.85 1 15.4+0.18 56.1 £0.18 605 893 1.1
(15,15, 15, 16, |(56, 56, 56, 55, 56,
15, 16,16, 15, 16) | 56,57,56,57,56)
0.90 2 13,1 £0,13 59.5+0.29 682 883
(13,14, 13, 13, |(58, 60, 59, 59, 60,
13,13, 13, 13) 61, 60, 59, 59)

OHa CTAaHOBUTCS IT0 Mepe BpeMeHU 0oJiee BhIPaskeHHO
(Kimmel et al., 1995. P. 253). Kummen u ero coaBTopbl
TOJIAraloT, YTO 3Ta ACMHXPOHHOCTH OoJiee BbIpaXkeHa
cpey SMOPUOHOB OT Pa3HBIX IIPOU3BOIUTEIICI, YEM OT
onHoI1 mapbl. Hudyero momo6HOro He NpocaeXXnBacTCs B
Halmx HaomoaeHusIX. CTerneHb CHHXPOHHOCTU MEXKITY
3apOBIIIAMUA COXPAHIETCSI Ha OMHOM UM TOM K€ YPOBHE
B TeYEeHME BCETO COMUTOIeHEe3a, XOTsI 3TOT IIEPUO/I 3aHU -
MaeT y pa3HbIX pbId oT 1/2 1o 2/5 oblieit mpoao/Ku-
TEJILHOCTU MOpuroreHesa. OUeBUIHO, YTO BEJIMUMHA Tg
SIBJISIETCSI CTPOTO TTIOCTOSTHHOM Y BCEX 3apofbIeil JaH-
HOTro BUJA JaXe B IOIMYJISILUSX, pa3de/IeHHBIX MEXKIY
coboii pacctossHueM 6osiee yeM B 1000 km. OueBUIHO,
YTO ITyTH MUTPALIUI TTOIYJISILUIA aTJIAHTUYECKOTO JIOCO-
ca u3 pek Kosa m HeBa He riepecekamich y:ke MHOTO 10~
KOJICHUIA, TeM He MeHee CKOPOCTb COMUTOIeHe3a y M-
OGPUOHOB PHIO ATUX MOMYJISILIN COBITAAAET UIEATbHO.

TakvMm 00pa3oM, COMUTOTeHEe3 MpU IMOCTOSTHHBIX
YCJIOBUSIX SIBJISIETCSI CTPOTO PUTMUYECKUM ITPOLIECCOM,
KOTOPBIIi KOHTPOJMPYETCSI C SKCTPAOPAMHAPHO BBICO-
KM ypOBHEM TOYHOCTH. JlaHHbIe Ta0I. 1 11 2 moKa3bIBa-
0T, UTO T SIBJIIETCS KOHCTAHTHOW BPEMEHHOM XapaKTe-
PUCTUKOM JIJIs1 BCEX SMOPHMOHOB TAaHHOTO BUIA, HE3aBU-
CUMO OT BpeMEHM U MecTa pa3sMHOXeHus. B To xe
BpeMsl 9Ta XapaKTepUCTHUKA pa3InyaeTcsl y pa3HbIX BU-
noB. Hanpumep, y aT1aHTUYECKOTO JIOCOCS U KIKYYa Tg
nipu 6.0°C paBHsieTcst cooTBeTcTBeHHO 401 1 342 MuH
(tabm. 1, 2). MoxXHO cKa3aTh, YTO 3apOABIIIN KaXIOro
BUIA 007amaloT BUAOCIICHUMUUHBIM “COOCTBEHHBIM
BpeMeHeM’ pa3BUTHUSL.

Ocesoil pazmep HAPOXICOArOUWUXCS COMUMOB HA YPOBHE
XOpOblL OCMaemcst NOCMOSIHHOU BeAUMUHOLL 8 MeYeHle BCe20
comumoeerne3a. VItak, BpeMs1 0Opa3oBaHUsI OOJIBIIMH-
CTBa COMMTOB SIBJISIETCSI KOHCTAHTHBIM. SIBJIIeTCSI JIN MX
pa3Mep BOOJIb HepeAHe3aaHeN OCH TOXe KOHCTAHTHBIM
WJIN OH IMOABCP>KEH M3MEHCHUAM B TCUHEHUE COMUTOIC-
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He3a? Ha 3aponbiiiax oqHOro 13 BUAOB POIAa TUXOOKE-
aHCKUX Jlococeli — cumbl Oncorhynchus masu — ObUIA
MPOBE/IEHbl U3MEPEHUST Pa3MEPOB HOBBIX, TOJBKO UTO
BBIICIMBIIXCS U3 TIPECOMUTHOM ME30IEPMBI COMUTOB
BIoib repeaHe3anHeii (I13) ocu — Ha3oBeM 3TOT ITapa-
METP 0cesoil OnuHoli comuma lg — Ha ypoBHE XOpIbl Ha
Pa3HbIX CTAIUSIX COMUTOTeHE3a. DTU COMUTHI SIBJISTIOTCST
Ha KaXI0i cTaguy caMbIMU KaynaJIbHBIMHU. KpoMe Hux,
0OBIYHO Ha TeX X€ CTaausIX U3MEPSUIU [g CaMBbIX TIEpeI-
HUX COMUTOB (CETMEHTOB), YTOOBI MPOCIEIUTD KaK Me-
Hsaercs nx [13-pasmep B mporecce aMmoOpuroreHesa. Jist
TOrO 4YTOOBI HUBEJIMPOBATh OIIMOKY M3MEpEeHUH, Bce
JaHHbIe ObUTM MOJTyYeHbI KaK CPeTHUE BEIMUUHBI ITyTeM
OIpeAe/IeHIsI OCEBOM MIMHBI IIIECTY CAMBIX KayJaIbHbIX
(HOBBIX) U IIIECTU CaMbIX POCTPAIbHBIX (ITEPETHMX) CO-
MUTOB, 3aTeM pa3aeJcHHOMN Ha 1IecThb (Taol. 3).

O4eBUIHO, YTO Y BHOBb (DOPMUPYEMBIX COMUTOB /g
MPaKTUIEeCKN HE M3MEHSIETCS B TeUEHNE COMUTOreHe3a
M JUISI 3TOTO BUIA OcTaeTcs Ha ypoBHe 50 MkM. Takum
0o0pa3oM, B IIEPUOJl COMUTOreHe3a KOHCTAHTHBIM SIBJISI-
€TCsI HEe TOJIBKO BpeMs (hOPMUPOBAHMST KaXKIIOTO OYe-
PEeIHOro COMMTA, HO TaKXKe M pa3Mep KaKIOoro HOBOTO
COMMTA HA MOMEHT €TI0 OTAEJICHHS OT IIPECOMUTHOMN Me-
3oaepmbl (ITCM).

¥V zaponplieid cuMsbl /g paBHsiercss S0 MKM, XOTS Yy
Pa3HBIX BUIOB Jlococeit (cM. Tabi1. 6) U y IPYTUX phIO OH
BapbUPYET TaK XKe, KaK 1 Y TI03BOHOYHBIX APYTMX KJ1ac-
coB (Iopoawunos, 2004). B To ke Bpemsi /g mepeaHUx co-
MUTOB (WMJTM CETMEHTOB, TaK KaK COMUTBI OU€Hb OBICTPO
I depeHINPYIOTCS Ha CKJIEPOTOM U JEPMOMUOTOM,
T03TOMY JIydIlie TOBOPUTH O HUX YK€ KaK O CETMEHTAX)
MOCTENEHHO yBeJIM4yMBaeTcs (Tad. 3).

HNrak, moutu Bce coMUTBI (DOPMUPYIOTCS BHOOJb
I13-ocu Tenna ¢ onMHaKOBBIM MHTEpBaioM, a [13-pa3mep
STUX BHOBb (POPMUPYEMBIX COMUTOB TaKXKe SIBIISICTCSI
OOMHAKOBBIM. B TakoM cityyae Kakoii Ke CUTHaJI SIBJISI-
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TaﬁJmua 3. I/ISMCpCHI/IH 0OCE€BOM UIMHBI CaMbIX IIEPECAHNX U CaMbIX 3aJHUX COMUTOB Ha Pa3HbIX CTadUAX COMUTOICHE3a

TUXOOKEaHCKOTO JIococss cuMbl Oncorhynchus masu

OceBasi yIMHa /¢ OMHOTO COMUTA BIIOJIb TIEPEeIHE3aaHEN OCH,
Bospacr ot Craaus 1o yuciy CPEeOHAA U3 Wecmu cOMUmog, MKM
OIUIOJOTBOPEHUSA, Tg COMUTOB
POCTPaILHOTO KayIaJabHOTro
66 11 54
55
55
57
71 16 67 52
63 54
67 52
63 52
76 21 67 50
70 50
63 52
85 30 67 48
68 50
70 48
95 40 78 52
75 48
77 48
108 53 80 52
78 50
78 50
80 50
115 60 90 53
92 53
95 50
52

eTcsl Bemylmm Juisi oopasoBaHus uz [ICM HoBoro co-
MUTA: BpeMEHHOI WM MPOCTPAHCTBEHHBbIN?

Ecmm ncxonuTh U3 TIpeACTaBICHUSI O COMUTOTEHE3e
Kak O paclpOCTpaHSIIOIIECsT BOJHE aKTUBALIMU KJIETOK
IICM (Cooke, Zeeman, 1976), To MOXXHO JIETKO TIpeI-
TMOJIOXKUTb, YTO CUTHAJIOM [jIsi 0Opa30BaHUSI COMUTA
MOTJIO OBl OBITH MPOABUXKEHUE 3TOM BOJIHBI HA PacCTOSI-
HME, paBHOE pa3Mepy OCEBO ITMHBI coMHTa [g. OmHAKO
Kyxk (Cooke, 1975), ynasisi yacTb KJI€TOK W3 OJ1aCTyJIbl
Xenopus, ojydajl MUHMATIOPHBIE SMOPUOHBI C TEM Ke
CcaMbIM YHMCJIOM MaJICHbKMX COMHUTOB, UTO M Y HOPMaJTb-
HbIx. CienoBaTeibHO, TIOCTYIUICHWE CUTHAJIa Ha o0pa-
30BaHHME COMMTA HE 3aBUCHUT OT UYMCJIa KJIETOK: COMUT
MOXKeT OBITh C(pOPMUPOBAH M3 MEHBIIIETo UX yncia. K
coxanennto, Kyk He m3Mepsu1 BpeMst 00pa30oBaHUS CO-
MUTOB.

JUTsT TOTO 4TOOBI PEIIUTHL BOIMIPOC O TOM, KaKOul U3
YIOMSIHYTBIX (PAKTOPOB SIBJISIETCSI BEMYILIUM, Mbl CPaB-
HWJIA BpeMEHHOI M MPOCTPAHCTBEHHBIN acCIeKThl CO-
MUTOTE€HE3a Y HOPMAIbHBIX W JTBOWHBIX 3apOIbIIIEH,
KOTZIa Mbl HAXOOWINA TeX M JPYIMX B OMHOW M TOM XKe
knanke. Ilpeamnosnaranock, 4To y OJM3HELIOB JOKHBI

HaOTIOMAaThCSI 3aIeP>KKU B TTOSIBJICHIN COMHUTOB, TaK KaK
OHU TPaTWIM KJIETOUYHBI CTPOMTEIBHBIN MaTepran Ha
00pa3oBaHue IBYX 3apOIbIIICH.

bnuzHelbl ObUIM pa3HOro TUIA: JUOO MOJTHOCTBIO
OTIEJIEHHBIE IPYyr OT Apyra, HO B OOIHOM KEJITOYHOM
MeIIIKe, JIMOO CIMBILIMECS, TOTOOHO CUAMCKWM OJIM3HE-
tam. Cpenu nocjenHux ObLIu OJM3HELbI C OTHON 00-
IIIE€#t TOJIOBOM, HO C ABYMSI TYJIOBUILIAMU, I C OMHUAM
OOILIMM XBOCTOM, HO C JByMs rojioBamMu. Eciu Takme
OJIM3HELbI BCTPEYAIMCh B KJIaJKe BO BpeMsI COMUTOIE-
He3a, TO OOBIYHO MBI He YITYCKAIA BO3MOXKHOCTH COCUM-
TaThb YMCJIO COMUTOB KaK Y 000MX OJIM3HELIOB, TaK U Y
HOPMaJTbHBIX 3apOJIbIIIeH U3 3TOM Xe MpoObl. B Ta0:1. 4
MOXKHO BUIETh Pe3y/IbTaThl TaKuX mmoacderoB. Kak Bum-
HO, 00a O/IM3Hela UMEIOT OAMHAKOBOE YKCJIO COMUTOB,
MIpUYEM TaKoe e, KaK M Y HOpMaJIbHBIX 3apOAbIIIcii 13
STOM XK€ KITaaKU.

OnHOBPEeMEHHO ObLIN ITPOU3BEICHBI U3MEPEHMSI JIN -
HEWHBIX pa3MEPOB 3apOAbILLIEH B LIEJIOM U X OTAEIAbHbIX
yacteit. Okazayioch, uto Bce I13-mapaMeTpsl pa3sMepoB
TeJla y JBOMHUKOB MMEIOT MEHBIIIME 3HAYCHMST, YEM Ta-
KOBbIE Y HOPMaJbHbBIX 3apojbllleil. DTo HaOoneHe
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Ta6muma 4. Y1ciio COMUTOB y HOPMAJTBHBIX 3apOBIIICH M 'y OJIM3HEIIOB B MUKPUHKAX U3 OJHOM KITaaK1

Yucio COMUTOB Y 3apObIIIEH
Bun TeMgepaTypoa C Tun nepopmanuu y 611M3HEIIOB
MHKYbanH, HOPMaJIbHBIX OIM3HELIOB
ApPKTUYECKUIA roJer] 5.6 56 57 + 57 OG61ast roioBa
Salvelinus alpinus L. 56
56
58
56
59
cpenHee 56.8
Krxyu 6.0 55 55+ 55 OO0111ast ToJIOBa ¥ CPOCIIIMECST
Oncorhynchus kisutch 55 BMECTE XBOCThBI
Walbaum 54
54
55
55
55
cpenHee 54.7
ATJIIaHTUYECKUIA 10.0 28 28 + 28 Cpocirecs BMecTe
JIOCOCh 28 Ha YPOBHE TYJIOBHUIIL
Salmo salar L. 27 ¥ XBOCTOB
cpennee 27.7
To xe 6.0 44 43 + 43 O06a 3apozplia pa3nesieHbl
44 TMOJTHOCTBIO;
44
44
cpennee 44.0 44 + ~40 ~4(0 COMUTOB C aHOMaJIbHO
HEYETKOU cerMeHTaluen
B XBOCTOBOM YacTH
» EcTecTBeHHBII peXXuM 26 26 +? Cpociimecst XBOCTHI.
Ha ppIb03aBoze 29 OnMH 13 GIM3HELIOB ObLT
30 TMOBPEXIEH NP
cpenHee 28.3 M3TOTOBJICHUU TIperiapara
» To xxe 44 Cpociimecst XBOCTEHL.
43 OMOPUOHBI pa3INYAOTCS
44 43 +43 1o pasmepam (puc. 2, 0)
44
cpenHee 43.7 44 + 44
(puc. 2, a)

SIBJISIETCSI UICTUHHBIM TaKKe JUISl CPeTHEN CerMeHTUPO-
BaHHOI yacTu Tena (tadi. 5). UMeroT 11, omHaKo, BHOBb
00pasyIolIrecss COMUTHI y OJIM3HELIOB TAKXKE MEHBIIIIA,
YyeM Y HOPMaJIbHBIX 3apOiblllIeii, pa3Mep II0 UIMHE
ocu /g? J11s1 TOro YTOOBI OTBETUTH HAa STOT BOIIPOC, MbI
MPOBEJIM JOIOJHUTEIBHOE MCCJIEAOBAaHME Ha 3apOjibl-
max Salmo salar, BbISIBUB B HEKOTOPBIX KJIagKaX CHaM-
CKUX 6JM3HeLoB (Tab. 6). Kak oueBUIHO U3 TIpeIcTaB-
JIEHHBIX TaHHBIX, Y CXOIHBIX COMUTOB CUAMCKUX OJIM3-
HeloB. EIMHCTBEHHBIM MCKITIOYEHMEM OBbUT OJIM3HELL
(puc. 2), y KOTOpOro camMy 3MOPHMOHBI UMETA pa3Inyg-
HbIE pa3Mephl: y 00JIee KpyITHOro 3SMOpHoHa c(hopMUpPO-
BaJIMUCh COMUTBI, KOTOPbIE 10 pa3Mepy /¢ ObLIv IOYTH Ta-
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KHe Xe, KaK COMUTBI Y HOPMAJIbHBIX SMOPHOHOB, B TO
BpeMsI KaK Yy MEJIKOTO SMOpHMOHA 00pa30oBaIMCh OoJiee
MeJIKMe COMUTHI (Tad. 6). OgHaKo, OYEBMIHO, UTO Y
KaKIoro OJIM3Hela M3 00erX Mmap CUaMCKUX OJTU3HELIOB
(puc.2, 6), HaliIEHHBIX B OMHOM KJIalKe, TaK Xe KaK y
HOPMAaJIbHBIX 3apOfbIlICi W3 3TOM XKe KIaaKu
(puc. 2, a), HacuuTbiBaJloch 43—44 comuTa (Tad. 4).

Or1crona ciemyeT, YTo CUTHaJI Ha 0Opa30oBaHKe HOBO-
IO COMHTA OTHOCHUTCS CKOpee K BpeMEHHOMY MHTEPBAJLY,
YeM K KOJIMYECTBY MaTepuasa (UMCIy KJIETOK) MU K eTo
JuHeitHoMY pa3Mepy. Kak okazaioch, epBblii (tg) sSIB-
JISIETCSI MACHTUYHBIM KaK y HOPMaJIbHBIX 3apObIIIEH,
Tak 1 y OJIM3HEILIOB, TOTAa KaK IoKa3aTe)ib pa3MEepHOCTU
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Ta6smma 5. HekoTopble pasMepHbIe TapaMeTPhl M IIPOTIOPIIAN TeJIa Y HOPMAJIBbHBIX M ABOMHBIX 3aPOIBIIIENA apKTHIECKO-
ro rojiblia Salvelinus alpinus B o6pa3liax MKpUHOK U3 OJHOM KJIaIKU

Anuna, MM OTHoOlLIEHUE
T Cranusa TOJIOBEI OT IJTVHBI
UIIBl o 10 l[]/[C_)‘[y NnepecaHEro CECIMCHTU- HCCECIMCHTU - cero OJHOro CCFMCHTVI:
3apolblinen COMMTOB Kpas 10 pPOBaHHO POBaHHOI sa BO rbmja coMuTa POBaHHON
[epBOTo qacTH YacTH XBOCTA poa BcpenHem | [ACTHKIUIMHE
COMUTA TOJIOBBI
HopManbsHbli 56 2.00 3.96 0.52 6.48 0.071 1.98
To xe 56 1.90 4.08 0.52 6.50 0.073 2.15
bimsner 1 57 1.65 3.35 0.40 5.40 0.059 2.03
biusHerr 2 57 1.65 3.45 0.40 5.50 0.060 2.09

(l5) TepsieT MAGHTUYHOCTb, UBMEHSISICh Y OJIM3HEIIOB B
CcTOpoHy yMeHbIeHus. Ciydail cuaMCKIX OJIM3HELIOB,
KOTOPbIE Pa3I4YaIrCh IT0 OOIIEMY pa3Mepy U, COOTBET-
CTBEHHO, I10 pa3MepaM COMMTOB (pucC. 2, 6), TOIOJHM-
TeJIbHO NOAYePKUBAET BTIOPUYHOCTh ITPOCTPAHCTBEHHO-
ro (pakTOpa 1pr 00pa30BaHNN COMUTOB.

Takum 00pa3oM, B HAIIINX MCCJIETOBaHUSIX ObLIa 00-
HapyXeHa cepusl (pyHIaMeHTaTbHbIX (DaKTOB, Kacaro-
IIUXCS BPEeMEHHBIX M TPOCTPAHCTBEHHBIX XapaKTepH-
CTHK TIpoliecca COMUTOTreHe3a.

Tadamma 6. JluHeliHast JUIMHA BCeil CErMEHTHPOBAHHOI
YaCcTH TeJIa U CaMBbIX 3aJHUX UHAUBUAYAJIbHBIX COMUTOB y
HOPMAaJIbHBIX 3apOJbIIIEi 1 CUAMCKUX OJIM3HEIIOB aT/IaH-
TUYECKOTro Jococs Salmo salar

JnvHa, MM
Incno CCIMEHTHDO | 1 hor0 camoro
COMUTOB BaHHOM coMuTa 3aHETO
Hactu B CpeIHEM | COMMWTAa, /g
B LIEJIOM
HopMainbHble 3apoabiing
26 1.87 0.072 0.061
29 2.17 0.074 0.061
30 2.22 0.074 0.063
44 3.19 0.072 0.059
43 3.19 0.074 0.060
44 3.30 0.075 0.059
44 3.08 0.070 0.059
CuaMckue GJIU3HeLbI
26 +? 1.64 0.063 0.051
44 + 2.81 0.064 0.051
44 2.81 0.064 0.051
43 + 0.058%**
43+ 0.049%

[Mpumevanust. * cM. puc. 2, 6; ** *** gonee KPYIMHbIA U MEJIKUI
OJIM3HELBI COOTBETCTBEHHO.

1. BerusieHeHue kaxaoro comuta u3z [ICM nipu
MOCTOSTHHOM PEXHMeE Pa3BUTUS TTPOUCXOIUT C OJI-
HUM U TeM K€ BpEMEHHBIM UHTEPBAJIIOM, T.€. CTPOTO
PUTMUYECKU.

2. MHTepBan BpeMeHN MEXXIY TTOSIBJIEHUEM MOCTIEI0-
BaTeJIbHBIX COMUTOB KOHTPOIIMPYETCS C BhICOYAMIIIEH
TOYHOCTBIO, KOTOPAasI SIBJIIETCS YHUKAIBLHOM /1J1s1 O110J10-
TUYECKUX TTPOLIECCOB.

3. UsmepeHue pasMepa BHOBb BO3SHUKAIOIIUX W3
TICM comuTOB BIOJb MepeaHe3agHell OC Ha YPOBHE
XOpIIbl 0OHAPYKUJIO, YTO 3TOT pa3Mep OCTaeTCsl ITOCTO-
SIHHBIM Ha TIPOTSDKEHUH BCETO COMUTOIeHE3A.

4. DKCeprUMEHTHI ¢ OJIM3HEeaMM TTOKa3aad, 9To B
MPOCTPAHCTBEHHO-BPEMEHHBIX ~ B3aMMOOTHOILIEHUSIX,
MPUHUMAIOIIMX Y9acThe B MOP(OreHe3¢ COMUTOB, Be-

IYIITYIO POJTh UTpaeT haKTop BPeMEHH.

IMPECOMUTHAS ME3SOOEPMA KAK APEHA
IHNKIIMYECKON AKTUBHOCTHU I'EHOB
CEI'MEHTALIUN

HenaBHo nosiBMIMCH MyOIMKALIMM, B KOTOPBIX OITH-
CBIBA€TCS IKCIpeccusi HeKoTopbix TeHoB B [ICM. Dra
9KCIIPECCUS XapaKTepU3yeTCsT TUHAMUYECKUM ITaTTep-
HOM, KOTOPBIiA BOCIIPOU3BOIUTCS C TIEPUOIOM, PABHBIM
BpEeMEHM 00pa30BaHMsI OMHOIO cCOMUTA. Psl1 3TUX reHOB,
TaKux Kak c-hairyl v c-hairy2 (Palmeirim et al., 1997;
Jouve et al., 2000), lunatic fringe (McGrew et al., 1998;
Forsberg et al., 1998; Aulehla, Johnson, 1999), herl
(Sawada et al., 2000; Holley et al., 2002) u delta C (Jiang
et al., 2000), xapakTepu3ylOTCsS CXOTHOM ITMHAMUKON
SKCIPECCUM: BHAYaJIe B cCaMOl KayJaJIbHOM 4acTu Teaa
TOSIBJISIETCSl IIIMPOKUiIA TOMEH aKTHUBAllMM, 3aTeM OH
CMEIIACTCS BIEPEI, OMHOBPEMEHHO JieJIasiCh 0oJjiee y3-
KM, U, HAKOHEII, JIOKAJIN3YeTCs B IIOCTEPUOPHOM YacTH
BHOBb otaessieMoro oT ITCM comuta. B 310 ke Bpems B
KayoaJIbHOM YacTH 3apoXKOAeTCsl HOBBIM JIOMEH B3KC-
npeccur. CTOUT OTMETUTD, YTO IIPECOMUTHASI YaCTh Te-
Jia BKJTIO4aeT B ce0s1 He ToJIbKo ITCM, HO 1 HEeCerMeHTU -
pytoiyiocs dactb xBocta (Iopomwnos, 2004). Hpyrue
BOBJIEKaeMbI€ B COMUTOI€HE3 TeHbI, HAaITpUMep KacKana
Notch-Delta viin cemeiictB Mesp u Eph, Takke oOHapy-
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Puc. 2. 3apoabiium Salmo salar u3 onHoi npoObl, HaxoasIIMecs: Ha ctaauu 43—44 comuToB (CM. TaOJ1. 4): @ — OAMH U3 HECKOJIbKUX
HOPMaJIbHBIX 3apOIbIILICii; 6 — OIHA U3 IBYX I1ap CMaMCKUX 0113He1oB. Maciirao: 0.5 MM.

>KMBAIOT IMHAMWYECKII XapaKTep KCIPECCHHU, HO C OT-
JIMYAIOIIIUMCS TTATTEPHOM: OHU BBISIBIISIIOT SKCIPECCUIO
PHK cooTBeTcTBYIOIINX T€HOB B 00J1aCTH B OIVKANIIINX
MPECOMHUTOB, B OYIYIINX COMUTAX, IIPUIEKAIINX K POK-
nparoriemycs comuty (Durbin et al., 1998; Sawada et al.,
2000; Holley et al., 2002). Takum obpaszom, B IICM oxn-
HOBPEMEHHO ITPOMCXOIUT aKTUBALIUS OOJIBILION IPYIIIThI

OHTOT'EHE3 Tom 41 Ne4 2010

T'€HOB, KaxXJasl 3 KOTOPbIX IPEALIECTBYET aKTy MOp(do-
reHe3a COMUTA.

SIBIIIFOTCSI T 3TU BOJIHBI 9KCITPECCUU PSIAa PEryJisi-
TOPHBIX TEHOB MOJIEKYJISIPHOM OCHOBOM IMpOoLIecca MOp-
doreHeza comura? DTO MPEANOIOKEHNE MOXHO ObLITO
OBl TIPUHSITH KaK YTBEPXKIECHHE, €CITU COTTIACUTRCS C TI0-
3ULMEN BCeX BBILIEYITOMSIHYTBIX aBTOPOB: paboTa OMo-
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Puc. 3. 3aBUCHMMOCTh TIPOHAODKUTEIBHOCTH OOpPa30BaHMS
OIIHO¥ Mapbl COMUTOB T (/) ¥ KJIETOUHBIX [IEIEHUI1 B IEPUOJL
npobreHus T (2) (1o ocu OpaVHAT, MMH) OT TEMIEpaTyphbI
(1o ocu abeuycc, °C).

JIOTUYECKMX YaCOB, KOTOpbIE YMPABISIIOT MEpUOArNYE-
ckoit akTuBaiueii reHoB B [ICM 1 camMmyuM coMuUTOreHe-
30M, OTPaHUUMBAETCS TOJIBKO 3TUM TeproaoM. OnHaKo
€CTb OCHOBaHUsI MoJlaraTh, YTO KOHTPOJMPYIOIIIAs POJib
0MOJIOrMYECKUX YacOB HE OrpaHUYMBAETCS TOJIBKO CO-
MuUToreHe3oM. I1pocTo Ha MPOTSKEHUY MOCIETHETO MbI
MMEEM BO3MOXKHOCTb PETMCTPUPOBATh BHEIITHUE MPO-
SIBJIEHUSI BpeMeHHOT0 (pakTopa Hanbosiee onpeaesieHHO
Oarogapsi bOpMUPOBAHUIO OOJIBIIIOTO YKCIa CXOMHBIX
MOP(OJOTrMYECKUX CTPYKTYP C OAHUM U TEM XK€ UHTEp-
BaJIoM BpeMeHU. [Tog0OHbIX 1eMOHCTPAaTUBHO PUTMU-
YeCcKMX MPOILECCOB Ha APYTUX CTAAUSIX Pa3BUTHS HE Ha-
OJroaeTcs1, HO CYIIECTBOBaHME BPEMEHHOTO KOHTPOJISI
Ha TaKUX CTAAUSIX MOXET ObITh 10Ka3aHO KOCBEHHBIMU
meronamu. C 3TOH 1Ie/blO TIPEICTAaBUM JaJiee HEKOTO-
pbIe (baKTHI.

Ta6muna 7. CpaBHeHME JUIUTEILHOCTH OTHOTO KJIETOYHO-
ro gpobaeHust Ty U 00pa3oBaHUsl OLHOIO COMUTA Tg MPU
WACHTUYHBIX TEMIIEpATypax y 3apOAbIIIeid TpeX BUIOB JIO-
COCEBBIX PbIO, MUH

AtnaHTuue- Kera Panyxnas
Temrie- | ckuii tococh | Oncorhynchus On?;}(*)/?;;cbhus
pa?(/:pa, Salmo salar keta mikiss
Ty Tg T Tg Tos Tg
3.0 657 670 570 654 514 527
4.0 558 555 480 538 433 431
5.0 479 470 408 452 367 357
6.0 415 397 350 374 314 300
7.0 364 328 303 317 270 254
8.0 321 284 265 270 234 219
9.0 234 232
to 16.7 3.9 7.3 16.9 | 20.9 4.6

* Paccuntano nio: UruarseBa, 1970.
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B3AUMOCBA3b MEXIAY PUTMAMHA
AJEJEHWUN JPOBJIEHUA 1 COMUTOI'EHE3A

Ecnu conocraBuTh NPOIOIKUTETLHOCTD LIUKJIOB /e~
JIeHU# 1po0IeHus T, U COMUTOTEHE3a T, TO OKa3bIBACT-
Csl, YTO TIPYM HEKOTOPBIX 3HAYEHUSIX TEMIIepaTypbl OHU
coBragaioT. CpaBHUM JIBe KPUBbIC 3aBUCUMOCTH 3THUX
WHAEKCOB OT TeMIepaTypbl WHKYOAlluM WKpPbI, TOJTY-
YeHHbIe IS aTIaHTU4ecKoro Jiococs (puc. 3). OueBu-
HO, YTO CKOPOCTH TTPOLIECCOB APOOJEHUSI U COMUTOIe-
Hes3a y 3apojblilield, TpUHaJIeXallux K OIHOMY BULY,
KOPPEIMPYIOT MEXIY COOO U MPU HEKOTOPbIX 3HAUe-
HUSIX TeMmIlepaTypbl coBranaioT. IlomoOHast B3anumo-
CBSI3b MEX]TY T U Tg HAOIIONAETCS U y APYTUX BUTOB. DTO
JIETKO MOXHO MPOCJIEANTb, CDABHUBASI 3HAYECHUS T U Tg
y BUIOB, MMEIOIIMX B MEepUOJ] dMOpUOreHe3a pasHoe
“cobcTBeHHOE BpeMs1”. B Ta6. 7 Takme maHHBIE ITOKa3a-
HBI IJIST TPEX BUIOB JIOCOCEBBIX pbI0. HecoMHeHHO, 9TO
TP OAMHAKOBBIX TeMIIepaTypax o0a CpaBHUBAacMBIX
npoliecca Haubosee MeIJICHHO MPOTEKAOT Y aTjaHTH-
YEeCKOro JIOCOCs, a HauboJiee ObICTPO — y pamy>KHoi (o-
pesu, B TO BpeMsl KaK y KETbl OHM UIIYT C TIPOMEXKYTOU-
HOU cKOpoCTblO. B pesynbrate aTMX COIOCTaBICHUI
MOXKHO CIeJIaTh CJIEIYyIOIINE BBIBOABL: 1) y 3apOoabIIlIei,
NpUHALIEXAITUX K OMHOMY BULLY, Ty U Tg TPU HEKOTOPBIX
TeMmIiepaTtypax MHKyOallMii COBOAAAlOT; 2) BUABI PbIO,
UMeIoIIMe 0oJjiee BBICOKUIA TeMIT IpOOJIeHUs, XapaKTe-
pusytotcs 1 60siee BBICOKUM TEMITIOM COMMUTOTeHe3a, U
Hao0OpOT.

HemnonHoe coBmaneHue 1, v tgy UCCIEIOBAHHBIX BU-
JIOB PBIO MPU HEKOTOPBIX TeMITepaTypax MOXeT OBITb
00YCJIOBJICHO pa3TMYHBIMU ITpudrMHaMi. OJHON 13 HUX
MOXET OBITh TO, YTO aKTUBHOCTb BHYTPEHHETO OCLIVII-
JISTOpa PETUCTPUPYETCS TOJIBKO 4epe3 BHEIIHHUE IPO-
LIECChI, KOTOPhIE MOTYT HE BIIOJIHE aAcKBATHO OTpaKaTh
5TOT BHYTPEHHUIA PUTM.

CrenyeT OTMETUTD, UTO Y UCCIICIOBAHHBIX HAMU BU-
JIOB JIOCOCEH T( M Tg COOTHOCSTCS KaK 1 : 1, HO y Ipyrux
BUJIOB 5Ta IIPOMOPLIUSI MOXKET OTJIMYATHCSI, BUINMO,
kpatHo. Hanpumep, y D. rerio 1y U T4 COOTHOCSITCSI MEX-
ny coooit Kak 1 : 2 (Kimmel et al., 1995), mogobHoe ke
COOTHOIIICHVEC OBUIO BBISIBIICHO Y TPABSIHOM JISATYIIKA
Rana temporaria: ipn 15°C nponooKUTeIbHOCTD LKA
npodiieHus: coctapisieT 70 muH (dabarsH, Creriona,
1975), a oOpazoBaHue OMHOM I1apbl COMUTOB IIPOUCXO-
aut 3a 140 mun (Elsdale, Davidson, 1987). ®@opcbepr ¢
coaBTropamu (Forsberg et al., 1998) mokaszanu, 4To BoJIHA
SKCIIPECCHU TeHa lunatic fringe BOSHUKACT B XBOCTOBOM
MOYKe MBI B IIEPUOJ COMUTOTeHe3a KaXable 2 4, HO
BpeMsI ee TIPOIBWXKEHUS 10 YPOBHS (hOPMUPYIOLLIETOCS
comuTa cocTapiisieT 4 4. CiretoBaTeIbHO, TSI OCYIIIESCTB-
JIEHUST OTHOTO M TOTO K€ COOBITUSI B OHOM CJTyJyae Tpa-
TUTCSI BpeMsI, PaBHOE T, a B IpyroM — 2 1,. Hamuuue Ta-
KHX KpaTHBIX COOTHOIIIEHU CBSI3aHO, 10 HallleMy M, He-
HUIO, C TEM, YTO IIPOIIECC COMUTOIeHe3a TaK e, KakK
CUHXPOHHBIE AeJIEHUS IPOOIeHUS, IOTIMHSIETCS SHIIO-
TEHHOMY PUTMY 3apOBIIIei C OCHOBHBIM TIEPUOIOM T,
HO B 3aBUCHMOCTH OT CJIOXKHOCTH U CIICHU(MUKUA TTPO-
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Lecca, yKIaabIBaeTcs B OOVH, 1Ba WK OoJiee TIepronoB
SHAOTEHHOI'O pUTMa.

HenaBHo BpeMeHHEBIE 3aKOHOMEPHOCTH OHTOTEHE3a
OBbLUIN PACCMOTPEHEBI 00JIee IIIMPOKO U BBIICHUIIOCH, YTO
KpaTHBIE COOTHOIIICHUS Ty M Tg XapaKTepHBI IS SM-
6p1/10reHe3a HE€ TOJIbBKO HUBIINX, HO U BBICIIINX ITO3BO-
HOYHBIX. bojiee Toro, aHaaM3upyss MaTepuaibl Mo Kire-
TOYHBIM LIMKJIAM, UCCJIEIOBAHHBIM HE TOJILKO i71 Sif, HO
Y Ha KJICTOYHBIX JIMHUSIX i Vitro, aBTOPbI IPUIILUIU K BbI-
BOAY O TOM, YTO “yIUIMHEHHE MUTOTHUYECKUX LIMKIIOB,
MpeAIIeCTBYIOIIEE W COMPOBOXAarolIee auddepeHIm-
alIo KJIETOK, IPOMCXOOUT "CKayKaMu~’ — C IIaroM,
MPOTSZKEHHOCTh KOTOPOIO paBHA IJTUTEIbHOCTH CIIELM -
¢uyeckoro mist BUIa MUHUMAILHOTO MUTOTHYECKOTO
mukia” (JoponuH, [ommueHkos, 2006. C. 38). Dot 1iar
B pa3Mepe MUHMMAJTGHOTO MUTOTHYECKOTO IIUKJIIA, T.€.
Ty, ABTOPBI HA3BAJI BpEMEHHBIM MOJTYJIEM OHTOTeHE3a.

BPEMEHHOW KOHTPOJIb PA3BUTUS
BOMBPUOHOB HA CTAIUAX MEXIY
JAPOBJIEHUEM N COMUTOI'EHE3OM

Tlocne neneHuit ApoOJIeHUsI, KOTOpBIC SIBIISIIOTCS
PUTMUYECKVMU Y PAaBHBIMU 110 MPOAOJLDKUTEIEHOCTH
9—10 uuxitam (Iopomuios, JIver, 1978; Kimmel et al.,
1995), Hactymaer GacTy/IsI1KsI, BO BpeMsi KOTOPOU Jie-
JICHUSI KJIETOK IECMHXPOHU3UpYIoTcst. KoHTponupyetcst
JIM XOJI BpeMEHH KJIeTKaM1 SMOpHOHA Ha CTaIUSIX IIOCIIe
npobneHust? Bo-miepBhIX, 3aMETUM, UTO ITOCTIE TToAaBIIe-
HUS JeIeHUI 1poOeHs (CM. BbIIIIE) IUKIIMYECKUE U3~
MEHEHUSI HEKOTOPBIX IoKazaTesieil coxpaHsioTcs. Bo-
BTOpPBIX, UMeloTcs HaomonaeHus (Kane, Kimmel, 1993),
4YTO HEOIIOAOTBOPEHHBIEC MKPUHKHU D rerio MOXHO aK-
TUBUPOBATh IIPOCTHIM IIOTPYKEHUEM B BOIY, IIPH 3TOM
OHU TIOABEPIaroTCsI OYEHb MPOIOJLKUTEIBHON — HE Me-
Hee 15 — cepuM HUKIIMYECKUX OeCIOPSIIOYHBIX Ipo0Iie-
HUI1, KOTOpPbIE II0 JJIUTEILHOCTA COOTBETCTBYIOT KJIe-
TOYHBIM IIMKJIAM HOPMAaJbHOIO ApobiaeHMsI. Moryr
6bITb MNpEACTaBJICHBI APYTMEC JAHHBIC, KOTOPbLIC JOKa3bI-
BalOT CYIIECTBOBAHME BPEMEHHOIO KOHTPOJIS Y 3apOIbI-
I ¥ MX KJIETOK ITOC/IE APOOICHMSI.

B cepun 3KcriepMMeHTOB OBUIO YCTAHOBJIEHO, YTO B
Pa3TMYHBIX IPYNIIAX XXKMBOTHBIX HAYAJIO0 OJIACTYJISIIN 1
racTPyJISILIMKU 3aBUCUT HE OT SIIEPHO-LIMTOIIa3MaThye-
CKOTO COOTHOIIIEHUSI WM OT KOJIMYECTBA KIIETOUHBIX
JeJIeHUld, a OT MPOIOJIKUTEIbHOCTH pa3ButTus (Mita,
1983; Mita, Obata, 1984; Kirschner et al., 1985). Takxke
OBLTO ITOKA3aHO, YTO BpeMsI OCYILIECTBIICHUS PA3IMIHBIX
MPOLIECCOB B JIIOOBIX 3aYaTKax 3MOpHMOHA 3arporpam-
MMPOBAHO B KJIETKAX 1 paclMcaHue UX pa3BUTHS (C TOTO
WA MHOTO MOMEHTA) peau3yeTcsl HE3aBUCHMMO OT CO-
CeHUX 3a4aTKoB. Hampumep, 1ipy cpalliiBaHUM 3apo-
JIBILIIEIT MOPCKOI1 3Be3/Ibl Ha Pa3HbIX CTAIUSIX PAa3BUTHS,
HECMOTpSI Ha TO, YTO MEXIY KIJIETKAMU 3apOIbIIIeii
(GOpMUPOBAIINCh  BBLICOKOIIPOHUIIAEMbIE  KOHTAKTHI,
KaXIbIA U3 HUX NEPEXOAWJI K HaYaly racTpyjsiluu I10
CBOEMY PaCITUCaHUIO: TOT 3apObIIL, KOTOPhIiA HAYMHA
pa3BUTHE HA 2 4 paHbllle, W TacTPYJISLUIO HAUYMHAI
paHbIlle Ha To ke Bpems (Mita, Satoh, 1982). ITonbiTku
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W3MEHUTDb BpeMsl Havyajla TacTpy/IsILUU, UCTIOJb3Yys J10-
CPOYHYI0 00pabOTKy 3MOpPHOHOB MeE304cPMaIU3YIO-
MM WHAOYKTOPOM, He OBUIM YycHelIHbIMKU (Symes,
Smith, 1987).

Cosmaercsl Takxke BIeYaTIeHHWE, YTO BKJIIOYEHUE
CHHTE3a HEKOTOPBIX CIEMMDUIECKIX (PEPMEHTOB 1 XM~
MUYECKUX COSAMHECHUIA 3aBUCUT OT XOJIa 3apOJIbIIIEBbIX
BHYTPUKIJIETOYHBIX YacoB. Tak, CHHTe3 TKaHECIEeIN-
(pUUHOTO 5H3MMa ALETWIXOJIMHACTepa3bl (AXD) mpo-
WICXOMUT Y 3apObIIIIei aClMIUiA B MBIIIIEYHBIX KJIETKaX
(Whittaker, 1973). Ecnm sifia acummuii Ha cTaguud
32 6mactoMepoB 00paboTaTh HMUTOXanasmHoM B (meii-
CTBHME KOTOPOTO MPEKpaIlaeT IIMTOKMHE3, HO COXPaHSIET
JIeIeHUs] SIIep) WU KOJIXULIMHOM (OJIOKUpYeT JejieHue
siIep), TO B TOM U APYTOM CITydae MOXeT OBITh OOHapy-
JKeHa aKTMBHOCTb AXD B HE pa3BUBAIOIIMXCS BHEIIIHE
3apoblliiax, HO TOJBKO B TO BpeMsi, Koraa AXD MosiBsi-
eTcs M Y KOHTpOJbHBIX 3aponbmieii (Whittaker, 1973;
Satoh, Ikegami, 1981; Satoh, 1982).

HakoHelr, BeicOKasl CTeIleHb CUHXPOHHOCTH 3apO-
JIBIIIEH B OMHOM KJIAAKE, KOIJIa OHU BCTYMAKOT B COMU-
ToreHe3 (Gorodilov et al., 2008; Tad:1. 1, 2), MOXeT Ciy-
KUTb SIBHBIM HOKA3aTeJILCTBOM CYIIECTBOBAHUSI KOH-
TPOJISI BpEMEHU Ha TIPEAbIAYIEM 3Tarle pa3BUTHSL.

VYIMBUTETHHO, YTO HEe3HAYWTEJIbHAs CTEIleHb IUC-
TIePCUN MEXIY 3apOIBIIIaMUA OTHOM KITaaKW VTN Tap-
TAM B HaYaJle COMUTOreHe3a MTPaKTUIECKH He BO3pacTa-
€T K €r0 OKOHYaHUIO, HECMOTPST Ha TO, YTO 3TOT IEPHOJT
3aHUMAET y pa3HbIX BUAOB oT 2/5 (Iopomuios, 1998) no
1/2 (Iopomuinos, MenbHukoBa, 2006) ob1Leit Tpoao-
SKUTEJIbHOCTU aMOpuroreHe3a. Co3naeTcsi BlieyaT/iceHUe,
YTO €CJTM BCE YCIIOBMST MHKYOAIINH SIBIITIOTCS aleKBaT-
HBIMH IO BCeMy psiAy IapaMeTpoB, To Bee 100% 3aponbi-
1€l OyayT pa3BUBAThCSI AOCOAOMHO CUHXPOHHO.

Ecmu gaxe cornacuthCsl ¢ TeM MOJOXEHUEM, 4TO
CTCIICHb CUHXPOHHOCTHU MEXKIY 3M6pl/IOHaMI/I ITOCTEC-
MEHHO CHIDKACTCS B CWJIY Pa3HBIX IIPUYMH (pas3IMIHbIC
MUKPOYCJIOBUSI BHYTpY MHKYyOaTopa, (hIyKTyallun B pa-
00Te YaCOBOIo Me€XaHM3Ma y Pa3HbIX 3apOJIbIIIICii), oue-
BUIHO, YTO HAWUBBLICIINI YPOBEHb CUHXPOHHOCTH CJIe-
IyeT OXUAATh cpa3y Mocjie OruIogoTBOpeHus. [1is1 Toro
YTOOBI MPOBEPUTH 3TO MPEATIONIOXKEHE, HEOOXOIUMO
ObUTO OBl MPOU3BECTU CPABHEHNE SMOPUOHOB B Mpeie-
JIax OTHOTO 00pa3lia Ha TaKOM CTaguy pa3BUTUSI, KOTO-
past ObI MO3BOJIMJIA IOCTOBEPHO OLICHUTD CTETICHb JVIC-
nepcuu 3MOPUOHOB MO BPEMEHU B CaMOM HayaJie M-
opuoreHe3a. OueBUIHO, 4TO ha3bl MUTO3a TMEPBOTO
JIeJIeHUST APOOJICHUS SIBJISTIOTCSI CaMbIM paHHUM COOBI-
THEM, KOTJa MOXET ObITb OLIEHeHA CTeTNeHb JUCIIepCUM
MEXIY 3apoibllIaMU y:Ke B CAMOM Hauajie Ipolecca
pa3BUTHSL.

OLEHKA YPOBHA CMHXPOHHOCTHU
MEXIOY 3APOJIBIINIAMU B OAHOU KIIAAKE
HA CTAAWW OEJEHUWA JPOBJIEHHWA 1

11 TOro 4To0BI IPOBEPUTH IIOCIICHHEE TTPEITOI0-
>KEHHME, Mbl UCCIICIOBAIA YPOBEHb CUHXPOHHOCTH pa3-
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Taoauna 8. OneHka BpeMeHHOM JUCITEpCUU MEX Y 3apOAbIlIaMU aTIAHTUYECKOTrO JIococs Salmo salar no BcTpeyaeMoCTr
MUTOTHYECKUX (a3 neseHust ApooaeHus I

Bpewms mexmy BpemMenHas nucnepcust
ITponoKUTeTHHOCTD KpatHUMU MEXIy WHIVNBUIYATbHBIMU
Yucio ¢da3pl MUTO3a (duKcalusiMu, 3apObIIIIaMU B €IMHUIIAX
®a3pl MUTO3a | 0OpAaOOTAaHHBIX | AesleHus | THAUBU- B KOTOPBIX
3apoJIBILIEH | 1yalbHOTO 3apOsbl- 3apOJBIIIH aCTPOHOMMYECKO- | OTHOCHTEJIBHOTO
Hia, MAH BCTpEHAtOTCA ro BpEMEHU, MUH | BDEMEHU, T( (RTg)
B IaHHOM (ha3e, MUH
Wnrepdaza + 31
+ npodasza gene-
Hus I*
ITpomeTtadaza 6 25 90 65 0.14
Merada3za 23 94 180 86 0.19
Anadaza 24 98 180 82 0.17
Tenodasa 13 54 150 96 0.21
WNurepdaza 10
neneHust IT+*

[Mpumevanus. * HauaneHas rpanuiia muHTepdassl neneHus apooieHust | He Obla onpenesieHa; ** mpomIoKUTETbHOCTh MHTepdha3bl +
npodassl neseHus npoodnenwus 11 mpu remneparype 4.8°C — 204 mun (Topomwnos, JIuner, 1978).

BUTUSI 3apOIbILIEH B KJIaIKe aTJIaHTUYECKOTO JIOCOCS BO
BpeMs nejieHust apooneHus I. Korma cnepmarosowmn
NPOHUKAET B SMIIO, OH CTAHOBUTCS MYXXCKHM MpPO-
HyKJIeycoM. flnepHbIii TrarlouaHblA MaTepuai sifla
CTAHOBUTCS B 3TO K& BpeMsI JKCHCKIM ITPOHYKJICYCOM.
O0a mpoHyKJeyca IBUTAIOTCSI HaBCTpedy ApYyr APYTy U
C/IUBAIOTCS, 00pa3ysl MUIIOMIHOE SIAPO 3UTOThI, KOTO-
poe cpasy ke BXoauT B uHTepdasy aejaeHus 1. PaHee mbl
MOKAa3ajr, YTO Yy 3apOAbllell aTIaHTUIECKOIO JIOCOCS
ripu TeMneparype 4.8°C yepe3 10.5 4 MHKyOaLIKM CIUsI-
HY€ MIPOHYKJIEYCOB YK€ COBEPIIATIOCh, ¥ 3UTOTUYECKOE
SIAPO HAXOMWIOCh B IIpeneiax MHTepdasbl AeJICHUs
npoonenus I (Toponunos, JIven, 1978).

J11s1 TOro 9ToOBI MOIYYNUTh HEOOXOMMMBIEC TaHHEIC,
ObLI1a BHITIOJIHEHA cepusl (pUKcaAlLMii UKPUHOK aTIaHTH-
yeckoro Jjococs (rmo 8—10 mr. B Kaxkaoit) mexny 13 u
21 9 makyoaumn nipu temmeparype 4.8°C ¢ 30-MuHyT-
HBIM MHTEPBAJIOM. 3aTeM eliie He pa3ae/IMBIIIMECS OTHO-
KJIETOYHbBIE OJIaCTOAUCKU ObLTY BbIACJIEHBI U3 SIULI, MO/ -
BEPrHYTBHI THUCTOJOTMYECKONM 0O0pabOTKe, mope3aHbl
(TONIIMHA CPe30B 6 MKM) U ITOKpAaIlleHbl TeMAaTOKCHIIH-
HoM 1o [eHaeHTaltHy u Maiiepy.

B pesynsrate MUKpPOCKOMMYECKUX HCCIeIOBaHUM
0Ka3aJioch, YTO B Tpoliecce 1uKIa apodsaeHus | u B Ha-
yajie 1ykia apooneHus I Haxomunock 197 omHoOKIIETOU-
HbIX 3apojpiiieit. [TponoKUTeTbHOCTh KaxKIol U3 ue-
ThIpEX MUTOTUUYECKMX (ha3 1irKIIa I Obla onpeaesieHa no
YUCTy 3apojblilieil, HaXoAuBIIMXCA B 3TUX ¢dazax
(tabg. 8). Okazanock, 4YTO WX MPOAOLKUTEIBHOCTD CO-
OTBETCTBOBaJIa TaKOBOI 3TUX (a3 B 1ukiax [1-TV, ornpe-
neneHHbIx paHblie (Iopommnos, JIwten, 1978). Ilocie
3TOro ObUIO PacCMOTPEHO, B KaKOM 4YMcIIe (hukcaiuii
OMHOKJIETOYHBIX 3apPOJIBIIIEi BCTpEUarOTCs siipa B KaxK-
Joi u3 a3 muro3sa (Tadr. 8). [lomydeHHBIE DJaHHBIE TO-
Ka3bIBalOT, UTO YK€ B MEPBOM IIMKJIe JPOOICHUS Bpe-

MEHHOM pa3dpoc MexXIy 3apoabiiiaMu gocturaet 0.14—
021 TO (I/UII/I ~ Ts).

Ecmu cpaBHMTH MoKazaTenn BpeMeHHOro pasbdpoca
(cTeneHn acCMHXPOHHOCTH) B AejieHUU apoosieHus [ v B
TeueHne COMUTOreHe3a (Taoit. 1, 2), rie oH OLleHMBaeTC s
0 YHCJTy COMUTOB, T.€. B Ty, MOXXHO BUJIETh, UYTO B 00OUX
cydasix HabJIIoaaeTCsl OMMHAKOBbIN YpOBEHb BApUaTUB-
Hoctu. ClienoBareibHO, BpEMEHHAST TUCTIEPCUST MEXKILY
3apOIBIIIaMIA BO3HMKAET IIPAKTUYECKU Cpa3y IIoCie
OIJIONOTBOPEHUSI, U B TIOC/COYIOIIEM 3MOpUOTeHe3e
BIUIOTh 10 KOHIIA COMUTOreHe3a (II0 KpaiiHell Mepe)
ATOT YPOBEHb HE YBEJIMYMUBACTCS. DTO IIOPa3UTEIbHBIN
pE3yabTaT, NOAYEPKUBAIOLLIWI, OYEBHUIHO, YTO YaCOBOM
MEeXaHW3M, KOTOPbI OTCUUTHIBAET BpeMsl BHYTPU 3apo-
IIBIIIA, BEAET 3TOT OTCUET C MCKIIIOUYUTEIBHO BBICOKOM
TOYHOCTBHIO. K 3TOMY MOXXHO 100aBUTh, UTO YCTAHOBKA
BHYTPEHHUX YacOB, OTCUWTHIBAIOIIMX ‘‘COOCTBEHHOE
BpeMs1” M MIX HACTPOIiKa IT0 YPOBHIO TOYHOCTU OKAa3bIBa-
I0TCSI OOMHAKOBBIMY HE TOJILKO Y 3apojblllieii B OTHON
KJIaJKe, HO y 3apoapbliiieii Bcero Buaa (tao. 1, 2).

BxiroueHre cueTynKa BpeMeHU IIPOMCXOIUT, ITO-
BUIMMOMY, Cpa3dy IIocie CIUSHMSI MpOHYyKieycoB. K
3TOMY MOMEHTY BPEMEHHASI TUCTIEPCUST MEXITY 3apO/Ibl-
IIaMM HaKaIIMBaeTcsl OO0 BeJIMYUHBI, paBHOK 0.15—
0.20 15 MO-BUAMMOMY, OHa BO3HUKAET 3a CUET Bapua-
0eJIbHOCTU B IPOHUKHOBEHUM CIIEPMUS B SIILIO U pa3-
JIMYHOW JUIMTEJILHOCTHU IBUXKEHUSI ITIPOHYKIIEYCOB K TOU-
Ke nx cmstHus. C 3Toro MOMeHTa U, TIo KpalfHel Mepe,
JIO KOHILIa COMUTOI€He3a YPOBEHb CUHXPOHHOCTH MEXKITY
3apOJBIIIAMU COXPaHSIETCSI HEM3MEHHBIM U OYCHb BbI-
COKUM.

Hano, onHako, Iog4epKHYThb, YTO CTOJIb CBEPXTOY-
HYIO pabOTy 4aCOBOIo MeXaHM3Ma 1 BEICOKWI YPOBEHb
CUHXPOHHOCTU Pa3BUBAIOLIMXCSI 3apOAbIIICH YIaI0Ch
BBISIBUTH TOJIBKO ITOTOMY, YTO MbI NPEIITPUHSUIN OOIb-

OHTOT'EHE3 Ne 4

ToM 41 2010



BUOJIOTMYECKUE YACBI B SMBPUOI'EHE3E [TO3BOHOYHbIX

II1e YCUJIUS IUIsk 00EeCIIeYeHMST ONTUMAJIBHOTO peXkruMa
MHKYOau UKpbl. Kak ToMbKO Kakue-To u3 (pakTopos
cpeabl CTAHOBSITCSI HEOJIATOIPUSITHBIMM, TaK Cpa3y XKe B
po0ax MKpbl (GPUKCUPYETCS OBICTPOE MOSIBIICHNE 1 YBE-
JIMYEHUE YPOBHSI aCUHXPOHHOCTU MEXITY 3apOAbIIIIAMMU.
DTO MOTYT OBbITh HEONITUMAaJIbHAS TeMriepartypa, Aehu-
mT O,, HAKOTJIEHHE OIMACHBIX METAO0JIMTOB, OCOOEHHO
€CJI TPY MHKYOALIMM UKPBI UCITOJIB3YeTCs He TIPOTOY-
Hasi, a CTosT4asi Boda, — B pe3yJIbraTe B MHKYOAIlMOHHOM
cpene BOZHUKAIOT I'PagyeHTHI 3TUX (DAKTOPOB U 3apO/IbI-
1111 OKa3bIBAIOTCSl B HEOAMHAKOBBIX yCIoBUsIX. Harpu-
Mep, B paboTe armoHckux aBTopoB (Fujimoto et al., 2006),
OIMCHIBAIOIINX pa3BuUTHe BbloHA Misgurnus anguillicau-
datus, MTHKyOAIIIO NKPHI TPOBOIMIN B darikax Ilerpu.
B xauecTBe MHAEKCA CTeIEHU Pa3BUTUSI OHU UCITIONb30-
BaJIM CpPEIHEE YHCIIO COMUTOB, IOICYUTAHHBIX B BEIOOP-
K€ 3apofblllieii; cpeay 3apoAblllieii OTHON BBIOOPKHU
paznuyus gocturanu 8§ comurtoB. [TonoGHas nucnepcust
HEBO3MOXHA, €CJIA THIATEILHO COOIONATh BBIIICYIIO-
MSTHYTBIE YCIOBYSI MHKYOAITHI.

SHAYEHMWE BHYTPU3APOALIIIIEBOTO
YACOBOI'O MEXAHMU3MA B MHTET'PALIUU
[TPOOECCOB ®MBPUOI'EHE3A

CylilecTBOBaHNE PUTMUYECKHUX ITPOLIECCOB, BCTpeya-
FOIIMXCS Ha Pa3HBIX CTAIUSIX SMOpHOTeHe3a, BIOTHE
OIpeIeICHHO YKa3bIiBaeT Ha MPUCYTCTBUE Y 3aPOIbI-
leii MexaHu3Ma BPEeMEHHOro KoHTpojs. Otcuer
BpeMEHH, TO-BUIUMOMY, HaYMHAETCsI C MOMEHTa
CITUSTHUS TIPOHYKJIEYCOB U TIPOAOJIKAETCS, BOZMOX-
HO, 0 KOHIIa dMOpuoreHe3a. TOT MEXaHU3M OCY-
IIECTBIISIET BpEMEHHYIO peryIaMeHTAIINIO TTPOIIeCCOB
pa3BuUTHs, OJaromapsi KOTOpPOi Kaxkaasi CTaaus Ipo-
TeKaeT B CTPOTMX BPEMEHHBIX paMKaxX, a BCe pa3BU-
THE TIOOYMHSETCS 3KeCTKO (PUKCUPOBAHHOMY Bpe-
MEHHOMY pacrnrcanuio. Ero MoXHo mpencraBuTh B
BUJE METPOHOMA, OCUWUISIIUU KOTOPOTO BOCHPHU-
HUMAIOT BCe AMOPUOHAIBHBIE KJIIETKH, TOTAa KaK ITe-
pUon OCIIISIINA COOTHOCUTCS C IUTMTEIIBHOCTHIO
Pa3HbBIX IIPOLIECCOB, CTyNeHel aTanoB nuddepeHIIn -
poBku u MopdoreHesakak 1:1,1:2,1:3urtn., Te.
Bceraa KpaTHo.

MoxxHO nojiarath, 4To B siiilie MEPUOAUYECKU TeHe-
PUPYIOTCSI HEKH€ CUTHAJIbI, KOTOPbIE BOCIPUHUMAIOTCS
BCEMM KJIETKaMU 3apofplllia U SBJISIIOTCS CBOETO poaa
TPUITEPAMU, 3aITyCKAIOIIMMU IKCITPECCUIO TEHOB U MX
KJIaCTepOB, BKJIIOUEHUE/BBIKIIOUEHNE TIPOrpaMM U
noarnporpaMM auddepeHIMPOBOK U MOP(HOreHEe30B B
COOTBETCTBUM C MOPSIIKOBBIM HOMEPOM CUTHAJIA B pa3-
HBIX TUTIaX KJIETOK U yYacTKax 3apOoblIlia.

ABTOD TIONBITAJICS OTOOPA3UTH 3TY KapTUHY SMOpH-
OHAJILHOT'O Pa3BUTHSI C TIOMOIIBIO cxeMbl (puc. 4). C jie-
BOI ee CTOPOHBI CXEMBI IT0 BEPTUKAIMU MPeACTaBIICHA
BpEMEHHAST 1IKaJla Pa3BUTUS 3apoblllia HAUMHASI OT
OIUIONOTBOPEeHUST (WJIM CIIMSIHUSI IIPOHYKJIEYCOB?), TIe
eIVHULICH BpEeMEHU SIBJISIETCS epuont ? (T, UK Tg, €CIIU
oHM paBHBI). C IPaBoii CTOPOHBI OT LIKAJIbI BIOJIb TOPH-
30HTAIbHBIX JIMTHUN 0603Haquo Ha3BaHNE HEKOTOPbIX
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CTPYKTYp, TKAHEU, OpraHoOB 3apo/iblllia, KOTOPbIE HAYM-
HAIOT WJIM 3aBepIIalOT Pa3BUTUE OMHOBPEMEHHO, T.€. TI0
OIIHOMY U TOMY XK€ CUTHaJTy, TeHEpMPOBAaHHOMY 4aco-
BbIM MexaHu3MoM. IIITpuxoBble y4yacTKU Ha JIMHUSIX
0003HAYaroT, YTO KpOMEe Ha3BaHHBIX COOBITUI JaHHbBIN
CHUTHAJ MOXeT BKJIIOYaTh/BbIKJIIOUATh OOJIbIIIOE KO-
YeCTBO APYIUX TporeccoB. PaKkTiecKass CTOpOHa CXe-
MBI OCHOBaHa Ha JAHHBIX 10 Pa3BUTHUIO 3apOJIbIIIEi JI0-
coceBbIx pri0. Hanpumep (Topomwnos, 1983, 1998), B
TeYeHUEe TMEePBbIX UHTEPBAIOB T MPOUCXOMT JEIeHUs
JIpo0JIeHNs], B PE3YJIbTaTe KOTOPBIX YMCIIO KJIETOK Kax-
IbIi pa3 yasavBaetcs. Yepes 12 1 oT Havyasia pa3BUTHSI
hopmupyetcs 61acTya ¢ TpeMsi, o KpaiiHel mepe, TU-
namu TKaHeid. Yepes 56 1 oOpasyercss KOMIUIEKC OCEBBIX
OpraHoB U HauMHaeTcsl comuToreHe3 U T.4. K 350 t am-
OpMoreHe3 3aKaHUMBAETCSI U MOPGOJIOTMUECKOE Pa3BU-
TUE, 32 UCKJIIOUEHUEM JIETATIEN, 3aBEPIIAETCS.

CoracHo uzjaaraeMoi cxeme, MporpaMMbl Pa3BUTHST
TeX WIN MHBIX A1 depeHIIMPOBOK KaK ObI (DMKCHPOBa-
HBbl Ha BpeMEHHOI I11IKaJle YaCOBOro0 MexaHu3Ma 3apo-
JIbIIIA, U KaxKaash U3 HUX 3aITyCKaeTCsl B COOTBETCTBUU C
MOPSIIKOBBIM HOMEPOM cBoero curHajia. OfuH U TOT XKe
CUTHAJ MOXET 3aIlycKaTb U OCTaHABJIMBATh IMPOIIECCHI
Pa3BUTHS B pa3HbIX YaCTSIX AMOPHOHA M Ha Pa3TMYHbIX
YPOBHSIX €r0 OpraHU3aly, OT MOJIEKYJISIPHOTO IO Hall-
TKaAHEBOIO0, a IMPOJOJIKUTENBHOCTh JIIOOOro Ipolecca
WU €T0 OTIEIbHBIX 3BEeHbEB JTOJKHA ObITh OrpaHUYeHA
OIHUM WJIU OOJIBIIIUM YUCIOM WAEHTUYHBIX WHTEpBa-
JIoB 1. O4eBUIHO, YTO TIPUCYTCTBME €IWHOTO CUTHaja
JUTSI 3aITycKa WIM MpeKpalleHUs cpady MHOTUX MpOoLIeC-
COB O3HAYaeT, YTO 3T MPOLECCHl MOTYT COBEPIIATHCS B
3HAYMTEJIbHOM CTENeHU He3aBUCHUMO. DTOT BBIBOI U3
TIPEIIOKEHHOM CXeMBI JOJKEH OObSICHUTD, TIOYeMY He-
KOTOpbIe LUKINYEeCKHe MPOLIeCChl TTPOIOJIKAIOTCS, KO-
rIa LMTOKWMHE3 WU SiIepHble AEJIEHUS MOAABISIIOTCS
(Satoh, Ikegami, 1981), uau rmoyemy NOIBITKU CMECTUTh
Hayajo racTpy/siliuy MyTeM pa3IMYHbIX SKCIEPUMEH-
TaJIbHBIX IIpolenyp ObLr Oe3ycriemrHbiMu (Mita, Satoh,
1982; Symes, Smith, 1987). ITpuHLIMIT HE3aBUCUMOCTH
MOXET TaKKe ObITb MPUUMHOMN TOTO, YTO M30JMPOBAH-
Hble KJIETKU U TKAHU COXPaHSIIOT CBOE pacrycaHue Ha-
paBHE C 3TUMU XK€ KJIETKaMU B COCTaBEe UHTAKTHBIX 3a-
ponbiieii. Enie omHoM (DyHKIMENH CUCTEMbI CUTHAJIOB
TOYHOTO BPEMEHW MOXHO IpU3HaTh o0ecrieueHue Ko-
OpIMHallMXM MHOTMX OoJjiee WM MEHee HE3aBUCHUMBbIX
MpOoLIeCCOB AMOpHOreHes3a, sl KOTOPOro OHa WrpaeT
POJIb MHTETpUpYIOLLETro (pakTopa B TOT MepUO OHTOTe-
Hesa, KOT/a HepBHasi crcteMa ellle He c(hopMupoBasiach.

O MMPEJCKA3YEMOCTH
IMPEJJIOKEHHOM MOAEIN

HMcTuHHOCTD 10001 Mojie I OOBIYHO UCTIBITHIBACT-
csl TeM, KaK OHa MOXKET MpeACcKa3bIBaTh Pa3INnIHbIE CU-
Tyallu¥ B TIOBEIEHUM OTMChIBaeMoi Momenn. [1o MHe-
HUIO aBTOpa, HaMeUeHHasl MOJeJIb CIIOCOOHA MpecKa-
3aTh: 1) BO3MOXHYIO IOTEPI0 HEKOTOPBHIX 3MOpHO-
HaJTbHBIX CTaauit 6e3 Cephe3HBIX TIOCISICTBHIA IS T10-
CJISYIOLIETO Pa3BUTUSI U 2) peaiu3alldio JIIOOBIX SM-
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Puc. 4. Cxema pa3BUTHSI 32POIBIIIIEIA TO3BOHOYHBIX (HA IPUMEPE JIOCOCEBBIX PBIO) TIOI KOHTPOJIEM CUTHAJIOB SHIOTEHHOTO BPEMEHH,
TeHEePUPYEMbIX C IEPUOANYHOCTBIO T (OOBSICHEHMSI CM. B TeKCTe). Maciurad: 1 M.

OpUOHaATBHBIX MTPOLIECCOB (Ha MOJIEKYJISIPHOM, KJIETOU-
HOM, HaJKJIETOYHOM YPOBHSIX) ITyTEM MEPUOAUYECKUX
BKJIFOUCHUIi/BBIKIIIOUEHUI Yepe3 MHTEPBAJIbl, PaBHbIC
WU KpaTHBIE Tg. IMEIoTCS JIN yXKe CeroqHs Kakue-amoo
(haKTHI B ITOJIB3Y ATUX MpeacKa3aHIi?

Moxcem au npouecc smbpuoeenesa He npeKpauiamscs
npu evinadeHuu uau Oegpopmayuu HeKomopvix cmaouii?
Kakmas HoBast oCUMJLISILIVS, TeHEepUpyeMasl SHIOTeH-
HBIM YaCOBbIM MEXaHU3MOM 3apOIbIIIEHi, SIBJISIETCS CUT-
HaJIOM JUIS TIepexolia K CJIeAyIoleil CTanuu pa3sBUTHUSE
BCEM KJIETKAaM, KOTOpbIE AOJDKHBI MPUHSTh aKTUBHOE
ydyacTtue B Heil. UTo MOXET CIIydUThCsl, €CIM 00pa3oBa-
HUE CTPYKTYPBI He YCITeeT 3aBEPILIUTHLCS KO BpeMEeH HO-
Boro curHaia? Buaymo, eciu 1esio KacaeTcsl SKU3HEHHO
BaKHBIX OPTaHOB (ceplle, TOYKU, MO3T), TO 00pa3oBaB-

mmiicst AeeKT MOXET MPUBECTU K JIETATLHOMY UCXOY.
Ecnu ke 3aTtparvBaeTcst opraH, HapylIeHUs KOTOPOIO
HE CTOJIb PE3KO BIUSIET Ha JKM3HECITOCOOHOCTh, TO 00pa-
3yIOIIUICS NeeKT COXpaHsIeTCsS, a OpraH, IOJIy4uB
O4YepeTHOM CUTHAJT, BXOIUT B CJISAYIOLIYIO CTAIHIO pa3-
BuTHst. Hanmpumep, Korma Bo BpeMst COMUTOIeHe3a ¢ Io-
MOILBIO TEIJIOBOTO 1IOKA ObLIM MPOU3BeACHHI Aedop-
MallMi B HEKOTOPBIX (POPMUPYIOIINXCS COMUTAX, IO-
CAEOyIOIMEe COMUTBI  TPOAO/DKAIA  Pa3BUBATBCS
HOpPMaJIbHO U ¢ HOpMaJibHOM ckopocThio (Cooke, 1978;
Cooke, Elsdale, 1980).

Hpyrue ciydau CBsI3aHbl C MTHAKTUBALMEH SKCIIpec-
CHpPYEMbIX BO BpeMsI SMOpHOreHe3a OTIEIbHBIX T€HOB
WIM X KOMIUIEKCOB. 3akaHu ¢ coaBropamu (Zakany
etal., 2001) ucciienoBamm 3KcHpeccuio reHoB Hoxdl n
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Hoxd3wn 1oka3anm, 4To oHa BHavasIe IPOSIBIISIIIacCh B TOM
yactu [TCM, KoTopasi HaXOIUTCSI B COCTOSTHUUA MIPeo0-
pa30BaHUs B COMUT uepe3 UHTepBai 1 tg (€C/Id UCTIONb-
30BaTh Hallly TEPMUHOJIOrMI0). EcTecTBeHHO chenaTh
BBIBOJI O TOM, UTO 3T F'eHbI y4aCTBYIOT HEITOCPEICTBCH-
HO B MOATOTOBKE K 00pa30BaHUIO COOTBETCTBYIOIIIMX CO-
MUTOB, OJHAKO MYyTaHTHAs MHAKTUBALIUS 3THUX IT€HOB,
KakK 1 Bcero KoMruiekca HoxD B 1ieioM, He BIvsIa Ha
XOJI HOpMaJIbHOTO COMMTOICHE3a, XOTsI ITO3IHee B I10-
3BOHKAX — IIPOM3BOMHBIX 3TUX COMUTOB HaOJIIONAINCh
HekoTopkle JedekThl. [TomyyaeTcs, 4To reH IMposIBIsIeT
ce0s1 HETTOCPEJICTBEHHO B Mpoliecce 00pa3oBaHUs JaH-
HOT'O COMHTA, HO €r0 MHAKTUBAILMS He CKa3bIBaeTCs Ha
9TOM IIPOLIECCE Y BBISIBJISIETCS TOpa3ao IO3[HEee — Y
MPOU3BOIHBIX 3TOr0 coMUTa. [IpenmnosaraeTcst Takxke,
uto reHbl herl u delta Cy D. rerio SIBIISIIOTCSI aKTUBHBIMU
YjeHaMH1 OCULISITOPHOIO MEXaHW3Ma BO BPeMsI COMU-
toreHe3a (Holley et al., 2002). OnHako npeKpalieHue 1x
MNPEALIECTBYIOLIMX OCLUWUISILIMIA HE MpeKpalaeT npo-
LIECC CeTMEHTAII1 ¥ 00pa30BaH1sI HOBBIX COMUTOB.

Eille onuH mpuMep OTHOCUTCS K MyTalluyd TeHa
Paraxis, KoTopbIli KOHTPOJIMPYET B TTApaoOCEBOl Me30-
JiepMe TpaHCKpUITIMOHHBIN pakTop bHLH. MyTtanms
MPUBOJIUT K Pa3BUTUIO SMOPUOHOB, ¥ KOTOPBIX TpHU
(GOpMUPOBAHUM COMUTOB TEPSIETCS CTaAUsl DIUTEIM-
abHbIX cep. OpHako Oosiee MO3MHKWE MPOU3BOIHBIE
3TUX COMMUTOB (CKeJIeTHbIE MBIIIIILIbI, TO3BOHKU, pedpa)
BO3HUKAIOT, XOTS1 U C OOJIBLIMM KOJTMYECTBOM MEJIKHUX
HapyieHuit (Burgess et al., 1996). CnemoBaTesibHO, TIpU
00pa3oBaHNUM OpraHa MOXKET BbINACTh BaxKHasl CTausl, B
TO XK€ BpeMsi 3TO He IpeKpalllaeT ero Mocjenyoniero
pazBuTtus. [TomoOGHbBIE pe3yabTaThl MOJTYyYeHbI U IPU BbI-
KJIIOYEHUU APYTUX COMMTOreHHbIX (akTopoB (Durbin
etal., 2000).

Hensemces au nepuoOuMHOCMb OCHOBHbLIM CHOCOOOM
DYHKUUOHUPOBAHUS PA3HO20 YPOBHS CLICHEM 3apoobliueli ?
Ipennaraemast Moaes (puc. 4) MpeACTaBIISICT CXEMY pe-
TYJISIIMA ¥ KOOPIMHALIMKM SMOPHOIreHe3a B LIEJIOM, OC-
HOBaHHYIO Ha y4aCTMM Y4aCOBOTO MEXaHM3Ma, obecIie-
YU BaAKOILICTO TOYHBIA OTCYET BPEMCHMU. OCHOBHbIM
CJICAICTBIEM 3TOIl MOIEU SIBJISIETCS TIPU3HAHMWE LUK~
JIMYHOCTU B OCYILECTBICHUM BCEX MPOLIECCOB, MPOUC-
XOISILIMX B 3apOIbIIiie Ha JIIOOOM YpPOBHE OpraHM3alllH,
Ha4yrHas OT MoJieKyJisipHoro. [ToaToMy ist HaC HEey -
BUTEJTLHO, YTO TaKasl IMKJIIMYHOCTL ObUIa HEJaBHO OT-
KpbITa y psina reHoB. I1paBma, B aTmx padoTtax nucciaeno-
BaJICSI COMUTOTEHE3, I X aBTOPbI I0JIaraloT, YTO BhISIB-
JICHHasT UMM MepUOAMYEcKasl 3KCIIPECCUsI TeHOB
CBSI3aHA TOJILKO C 3TMM ITIEpHOIOM, TIpearionarasi, 4yro
cam mpoliecc MopdoreHe3a COMUTOB U TIPEIIIECTBYIO-
1Iasi eMy LIMKJINYECKasi aKTUBHOCTb TEHOB ITOTUMHSIOT-
Csl CIeLMaNIbHBIM ceamenmauuortbim 4acam (Palmeirim
et al., 1997; Hirsinger et al., 2000; Pourquie, 2000). Eciu
yIIacTCsl JO0Ka3aTh, YTO HE TOJIBKO CETMEHTALIMOHHEIC,
HO ¥ MHOTHE IPYTUe TeHbI, KOTOPHIC HE YJ4AaCTBYIOT B CO-
MUTOTeHE3€ U BKIIOYAIOTCS B paboTy B APYTHE ITEPUOIbI
WIN B IPYTYX opraHax, GyHKIIMOHHUPYIOT IIPA HOMOIIIN
LIMKIIMYECKUX aKTUBALIUiA, TO MOXKHO OyIeT TOBOPUTH O
PeaTbHOCTU TOCTYJIMPYEMOrO MexaHu3Ma. Takue naH-
2 OHTOTEHE3 Ne 4
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Hble 110 UMUKIMYECKONM SKCIIPECCHMU T'€HOB, KOTOpPbIE
TPYIHO OOBSICHUTD TOJIBKO TEM, YTO OHM CBSI3aHBI C CO-
MUTOTEHE30M, YK€ CTAITU TTOSIBITITHCSI.

HenasHo mokazano (Pascoal et al., 2007), yto mpu
pOCTe M MaTTePHU3ALMN CTOIIBI IepeaHel KOHEYHOCTU
LBITUICHKA TTPOUCXOINUT LIUKJIMYECKast SKCIIPECCHs TeHa
hairy 2 ¢ TIepuOINYHOCTBIO B 6 4. B epBy1o ouepens 06-
palaeT BHUMaHUe caM (aKT IIepUoaNIeCcKOil SKCIpec-
CUM TeHa B TKAaHW, He UMEIOIIIe OTHOIIIEHUSI K COMUTO-
reHe3y, a BO BIOPYIO, YTO BpeMsI 3TOM NEPUOIUIHOCTI U
WHTEPBAT Tg Y UBITUIEHKA, PaBHBINA 1.5 4, HaxXOmsATCs B
KpaTHBIX OTHOIIICHUSIX.

B BrIIIEynomsiHyTOM padore 3akanu u ap. (Zakany
etal., 2001) ObIITO OTMEYEHO, YTO MEPUOANIECKIE DKC-
npeccun Hoxdl v npyrux reHoB HoxD, BO3HUKaloIIKe
erre B IICM, 3aTem rporcxomiy B 1e(PUHUTUBHBIX CO-
MUTAaX, HO TOJIKO OT TOTO YPOBHSI, [JI€ OHU BIIEPBbIE Ha-
omonpamick. TakuM 06pa3oM, Kak TOJIBKO I'eHbl Hox cTa-
HOBSITCSI “OTKPBITHIMM” Y TPAHCKPUIILIMOHHO TOCTYII-
HBbIMHU, OHU MPOAOKAIOT MPOSIBISTh MEPUOAUYECKUE
BCIIBIIIKY aKTUBHOCTH.

Hpyras rpyrna ¢pakToB, KOTOpbIE TPYIHO MHTEPIIpe-
TUPOBAaTh C MO3ULINI NPUIMHHO-CJICACTBEHHON CBSI3U
MEXITy HUKIMYECKOM SKCIIPECCHe TeHOB TUIIA c-Aairy B
TICM u oOpa3oBaHMEM COOTBETCTBYIOILIETO COMMTA,
CBSI3aHA C TEMU CITy4asiMU, KOTJa HaOTIOMAeTCs SIBHO
M30BITOYHOE YMCIIO IKCIpeccuii. MI3BecTHO, 9TO ¥ Ky-
puHoro aMoproHa B coctaBe IICM Haxomutcs 1o 12 6y-
JIIIIUX COMUTOB WJIM TIPECOMUTOB U KJIETKHU, TIOKa OHU
MEePEMEIIAIOTCS OT KayJaJdbHOM K POCTPAJIbHOM 4acTU
TICM, wucnwIThiBajoT 12 1IMKIOB — 3KCIIPECCUM
(Palmeirim et al., 1997; Pourquie, 2000; Hirsinger et al.,
2000). B 1o ke Bpems y mpim B [ICM MoxkeT pa3me-
1aThcsl He OoJiee 1ectu rpecoMuToB (Tam, Bedding-
ton, 1986). I1o HamM JaHHBIM, Y PbIO B coctaB [ICM
TOXE MOXKET BXOIUTh 12 IIpecoOMUTOB, HO II0 Mepe 3a-
BEPIIICHUST COMUTOTEHE3a Y1 CJIO BO3MOXKHBIX IIPECOMU-
TOB Tangaet 10 AByx-Tpex (Iopomwios, 2004). ITockonb-
KY y PBIO TTOMOOHBIE BCIBIIIKY HIMKJINIECKOI 3KCIIPeC-
cun Toxe Habomomaiorcs (Sawada et al., 2000), To
OYE€BUIHO, 4YTO MpoxoarumMoe Kiretkamu [TCM yucio co-
MUTHbBIX IpeoOpa3oBaHMiA TaKKe OyAeT Imamarth ot 12 no
JIBYX-TPEX; TO XK€ caMO€, BEPOSTHO, JOJDKHO MMETh Me-
CTO M Y KypuHOro 3M0OproHa. M3 3THxX TaHHBIX MOXKHO
cAeNaTh TAaKOM BBIBOM: KOJIMYECTBO LIMKIIOB 3KCIIPEC-
CHUH, BUAMMO, HE MMeeT OTHOILICHHS K MPOIECcCy IIpe-
BpallleHUsI TipecoMuTa B coMuT. CKopee Bcero, JocTa-
TOYHO BCEro ogHoro Iwmkia skcrpeccun MPHK, Ho
MIPOM3BEICHHOIO B TOT MOMEHT, KOIJZIa ITOATOTOBJICHBI
YCJIOBUSL [IJIs1 €€ MCMoJib30BaHus. OcTalbHbIE ITyJIbCa-
LM TPOMCXOMST M3-3a TOTO, UTO TE€HbI, ITOCJIE TOTO KakK
KJIETKH TIEPEXOISIT B JETEPMUHUPOBAHHOE COCTOSIHUE,
OTKPBIBAIOTCS (IEOJOKMUPYIOTCS) U HEU30EXKHO pearu-
PYIOT Ha MEPUOANYECKIE OCIAUISIIIUNA TeHepaTopa CUT-
HaJIOB BPEMEHM.

BO3MO)KHO, YTO NEpUoaNYICCKasd IKCIIPECCUA ABJIA-
€TCd OOHMM M3 MCXaHM3MOB, KOTOPbLIC TapaHTHUPYIOT
BKJIIOYCHUME I'€HA B pa60Ty 6 HYHCHOE 6PEMA N 6 HYHCHOM
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mecme. B yXe nutupoBaHHOI pabore (Zakany et al.,
2001) 6bw10 mokazaHo, yto MPHK renosB Hox umeer
OYCHb KOPOTKOE BpeMsI ITOJIYKM3HM, MCUYMCIIIEMOE B
MUHYyTaX. TpaHCKPUIITBI, BO3HMKAIOIIE B pe3yJbraTe
MEPUOINYECKIX DKCIIPECCHi, pacrnanaloTcsl, oKa HeT
HEOOXOIMMBIX YCIOBUI TSI 3 BKITIOUCHUSI, HO B HYXK-
HOE BpeMsI OHU CTAOMJIM3UPYIOTCS 3a CYET COSTMHEHMST
C IPYTUMU MOJIEKYJIAPHBIMU ITPOAYKTAaMUN N CTAHOBATCA
JIOCTYIMHBIMM TPAHCKPUIILIMOHHOI MammHe. Jlokaza-
TEJIbCTBA, KOTOPHIE IIOMOTYT MPEeBPATUTh IIPEIAITOI0XKEe-
HUSI O LMKJIMYHOM XapaKTepe paOOThI JIFOOBIX CUCTEM
3apojblllia B YTBEPXKACHUS, TTO-BUIUMOMY, OYIyT MOJTY-
YeHBI B HEJAJIEKOM OYyIyIIIEM.

Htak, BpeMeHHOI (haKTOp B SMOPHOTEHE3e KMBOT-
HBIX SIBJIIETCSI HE IIPOCTO OTHOM 13 KOOPAMHAT IIPOLIeC-
ca (hbopMHpOBaHMS OpraHM3Ma, HO B IMape C IpOCTpaH-
CTBEHHBIMU OPUEHTHPAMU OH UTPaeT POJib IEPBUYHOIO
dakTopa, NPOM3BOMSIIIEIO AKTUBHBIA MOHMTOPHUHT
TPOLIECCA PA3BUTHS C TOMOILBIO 3HIOTEHHO TE€HEPUPY-
eMbIX puTMMYeckux curHaioB. IlocienHue obecrieun-
BalOT MEXaHM3M H3MEpeHUsT 3MOPUOHAJIBLHOIO BHYT-
PEHHETro BpeMEHH M TAaKMM 00pa30M OIPEIEISIOT ITOPsI-
JIOK (PYHKIIMOHMPOBAaHUS KJIETOK M MHOTOKJIETOYHBIX
CTPYKTYp 3MOpPHOHA.

B ommune oT chopMUpOBaHHBIX B3POCIbIX Opra-
HU3MOB, Y KOTOPBIX BpeMSI OTCUMTBIBACTCS 3a CYET
BHEIITHUX TTePUOINYECKUX acCTPOPU3NIECKIX ITPOLIeC-
COB U B 9TOM CMBICJIC ABJIACTCA €CAMHBIM 1J151 BCEX BUIOB,
BpeMsI 3apOJBIIIEBbIX OPraHM3MOB KaXXIOro BUAA OT-
CUUTBHIBAETCS 3a CYET BHYTPEHHETO BUAOCTIELIM(PITIHOTO
MEPUOINYECKOrO Tpoliecca HEU3BECTHOIM TMPUPOIBIL.
ITocne 3aBepieHMs SMOpHOTreHe3a MHAVMBUIYYMEL ITO-
CTENEHHO TEePEeKITIOYalOTCsI Ha BHEIIHNE YHUBEPCATIb-
HbIE PUTMbI, KOTOPbIE HAYMHAIOT YIIPABJISITh UX XXU3HE-
JIeSITeTbHOCTBIO.

HepeqnchM OCHOBHBIC BbIBOJbI.

1. BpeMst SMOPHOHATLHOTO Pa3BUTHS, TTO-BUINMO-
My, HE 3aBUCUT OT BHEIITHUX ITEPUOTUICSCKUX CUTHAIOB B
OTJINYKE OT OPraHU3MOB, KOTOPbIE HAXOMSTCS Ha MOCT-
SMOPHOHATTLHBIX CTAIMSIX OHTOTeHe3a. OTCUeT BpeMeH!
>KM3HW SMOPHUOHOB ITPOUCXOOUT O1aroaapsi MeXaHu3My
BHYTPEHHUX TIEPUOANYECKUX OCILMJUISLIAN HEeU3BeCT-
HOM MPUPOIBIL.

2. MHorve cneuudaavcTbl UIIYT OCOOble Yachl ISt
KaXIoro Treproaa aMoproreHesa. Tak, onmrcaHbl Yachl,
OTBETCTBEHHBIC: 32 JIEJICHUST KJIETOK B TIEpMOJ, IpooIe-
Hus (Kirschner et al., 1985); 3a Bpemsl nepexona Ha CTa-
o cpenHeit omactyibl (Newport, Kirschner, 1982); 3a
HavaJio ractpyssiiuu (Mita, 1983; Satoh, 1985); 3a co-
mutoreHes (Cooke, Zeeman, 1976) v 1p. ABTOp CTaTbu
TI0JIaraeT, YTO Y 3apOIbIIIeii paboTaIOT Yachl JIUIITL O~
HOTO THITa, KOTOPHIE OTCYMTHIBAIOT BPEMST C OMMHAKO-
BOW TIEPUOIUYHOCTBIO Ha MPOTSKEHUM BCETO SMOPUO-
reHesa. Marepuaibl HacTOSIIIEN CTaTbU MOATBEPKIAIOT
5TO MHEHHE.

3. INpeanonaraercs, 4To JHOOOI Mpoliecc B 3MOPHO-

IreHe3e COBepllaeTcs MojJ KOHTPOJEeM 4acCOBOIo Mexa-
HU3Ma U TIPOJOIKUTESIBHOCTh BCEX COOBITUIA U CTagWit

rorPOJMJIOB

WIA WX OTAEIBbHBIX CTYIIEHEW YKIIQIbIBACTCS b0 B
OIVH BpeMGHHOﬁ MHTEPBAJI T, JIM0O COOTHOCHUTCSI C IO~
CJICOHMM KaK KpaTHOE€ YMCJIO.

4. CorytacHO IIpeIJIOKEHHOM cXeMe YITPaBICHUS M-
opuoreHe3oM (puc. 4), mporpaMMBbl 111 pa3HbIx Audde-
PEHLIMPOBOK U MOPGOreHe30B KaK Obl (PUKCHUPOBAHBI
Ha HudepOIaTe 4acoBOro MexaHu3Ma 3apofbiiia. JTa
cxeMa IT0Ka3bIBaeT, YTO MHOTHE IIPOLIECCHI MOT'YT BKITIO-
YaThCsl/BBIKIIIOUATECST TI0 OJHOMY CHUTHAJY OTHOBpE-
MEHHO Y1 HE3aBUCHUMO APYT OT ApyTa.

5. Ecim Bce mpolecchl 3MOpHOreHe3a MOTYHSIIOTCS
BHYTPEHHNM 3apOIbIIIIEBLIM YacaM, MOXKHO TIPEIIIOI0-
>KUTh, UTO TEpHOaNUYECcKast IKCIIPECCUsSI TEHOB C UHTEP-
BaJIOM T WJIM KpaTHBIM €My CBOMCTBEHHA HE TOJIBKO TSI
TE€HOB, KOTOPBIE SIBHO HAIIPSIMYIO CBSI3aHBI C COMUTOIe-
He30M (c-hairyl, lunatic fringe n 1p.), HO W NIJIsI TEHOB,
KOTOpBIE 3KCIIPECCUPYIOTCS Ha CTAIMSIX, HE MMEIOLINX
OTHOLLIEHUSI K COMUTOT€HE3Y.
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The Biological Clock in Vertebrate Embryogenesis as a Mechanism of General Control
over the Developmental Organism
Yu. N. Gorodilov'

St. Petersburg State University, St. Petersburg, 199034 Russia
e-mail: Y.Gorodilov@pobox.spbu.ru

Abstract—The problem of understanding the role of the time factor in embryogenesis is still at the conceptual
stage. At the same time, a number of rhythmic processes described in the embryogenesis of animals point to
the involvement of a biological clock in this period of ontogenesis. Most of them (biochemical, biophysical,
cytological) have been identified during the process of cleavage and have a duration equal to that of a single

cleavage division t,,.

The current paper considers mainly the development of salmon fish embryos, which, in comparison with the
widely used models (Darnio rerio, Orysias latipes), have some extra advantages: they are about twice as big at
similar stages and develop 30—40 times slower. The most pronounced and rhythmical process in vertebrates
is somitogenesis. The work presents a series of fundamental facts in relation to the temporal and spatial as-
pects of somitogenesis: 1) the formation of each new somite occurs within a constant time tg; 2) this time is
controlled to a high degree of accuracy; 3) the size of new somites (/) along the anterioposterior axis is con-
stant; 4) the temporal factor, in contrast to the spatial, plays the primary role during morphogenesis of
somites. The rhythms t, and 14 in different species are equal or are multiples of each other, an indication of
their common origin. A high degree of synchronism in embryo development from the start of cleavage to the
end of somitogenesis is revealed. This proves the existence of constant temporal control of their development
during most of the period of embryogenesis. It is proposed that the endogenic rhythms under discussion are
responsible for the coordination and integration of multilevel processes in embryogenesis, compensating for

the lack of a formed nervous system during this period.

Key words: embryogenesis, rhythmic processes, biological clocks, cleavage, somitogenesis, synchronism,

Siamese twins, integrating value of rhythms.

OHTOT'EHE3 Tom 41 Ne4 2010




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Gray Gamma 2.2)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (ISO Coated v2 300% \050ECI\051)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Off
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Perceptual
  /DetectBlends true
  /DetectCurves 0.1000
  /ColorConversionStrategy /sRGB
  /DoThumbnails true
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams true
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts false
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 149
  /ColorImageMinResolutionPolicy /Warning
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 150
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages true
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 149
  /GrayImageMinResolutionPolicy /Warning
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 150
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 599
  /MonoImageMinResolutionPolicy /Warning
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 600
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

    /BGR <>
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000410064006f006200650020005000440046002065876863900275284e8e9ad88d2891cf76845370524d53705237300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef69069752865bc9ad854c18cea76845370524d5370523786557406300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /CZE <>
    /DAN <>
    /ESP <>
    /ETI <>
    /FRA <>
    /GRE <>

    /HRV (Za stvaranje Adobe PDF dokumenata najpogodnijih za visokokvalitetni ispis prije tiskanja koristite ove postavke.  Stvoreni PDF dokumenti mogu se otvoriti Acrobat i Adobe Reader 5.0 i kasnijim verzijama.)
    /HUN <>
    /ITA <>
    /JPN <FEFF9ad854c18cea306a30d730ea30d730ec30b951fa529b7528002000410064006f0062006500200050004400460020658766f8306e4f5c6210306b4f7f75283057307e305930023053306e8a2d5b9a30674f5c62103055308c305f0020005000440046002030d530a130a430eb306f3001004100630072006f0062006100740020304a30883073002000410064006f00620065002000520065006100640065007200200035002e003000204ee5964d3067958b304f30533068304c3067304d307e305930023053306e8a2d5b9a306b306f30d530a930f330c8306e57cb30818fbc307f304c5fc59808306730593002>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020ace0d488c9c80020c2dcd5d80020c778c1c4c5d00020ac00c7a50020c801d569d55c002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /LTH <>
    /LVI <>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken die zijn geoptimaliseerd voor prepress-afdrukken van hoge kwaliteit. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /POL <>
    /PTB <>
    /RUM <>
    /RUS <>
    /SKY <>
    /SLV <>
    /SUO <>
    /SVE <>
    /TUR <>
    /UKR <>
    /ENU (Use these settings to create Adobe PDF documents best suited for high-quality prepress printing.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
    /DEU <>
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /ConvertToCMYK
      /DestinationProfileName ()
      /DestinationProfileSelector /DocumentCMYK
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /DocumentCMYK
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /UseDocumentProfile
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.276 841.890]
>> setpagedevice


