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PaccmarpuBaloTcs IuTepaTypHble U COOCTBEHHbBIE JaHHBIC, CBUAETEIbCTBYIOLIME O PACIIPOCTPAHEHUN U
9BOJIIOLIIMOHHOM KOHCEpBaTH3Me MeXaHW3Ma GUOJOTHUYECKOTO MOKOosT Y 6ecro3BOHOYHBIX. [IpoaHann3u-
POBaHbI 3KOJIOTMYECKKNE MPUUNMHBI BOSHUKHOBEHHUSI OMOJIOrMYECKOro MOKOSI B XKM3HEHHBIX LIMKJIAX BOJI-
HBIX OpraHu3MoB. PaccMoOTpeHbI U3HOJIOrMYecKe 0COOEHHOCTU OPraHU3MOB B COCTOSTHUHM OMOJIOTYE-
CKOTO ITOKOSI U TOPMOHAJIbHASI OCHOBA IMaray3bl 6eClI03BOHOYHBIX. Ha mpuMepe MoaenbHOTO BUIa HeMa-
tonbl Caenorhabditis elegans ioKazaH MOJIEKYJISIDHO-TEHETUYECKUN MeXaHU3M OHOJIOTMYECKOTO ITOKOSI.
O6cyxnatorcsl GhyHIaAMEHTAIbHbIE OTKPBITUSI MOJICKYJISIPHOI T€HETUKU MOCIEAHUX JIET O COBMECTHOM
BJIMSTHUM T€HOB 1 (haKTOPOB BHEIITHEN cpelbl Ha 6a30BbIii MeTabOM3M, BEIOOD abTepHATHUBBI pa3BUTHE-
nuarays3a U MHOTHME JIpyTie Ce30HHbIe afanTallMid Y MHOTOKJIETOYHBIX OPraHM3MOB. BbIckazaHo Tpeano-
JIOKEHHE O BO3MOXHOCTH YXKe B OJIMKaiilliee BpeMsi HaXOXIEHUS U BBIABICHNS (DYHKIIMOHAIBHON pOJIU
TE€HOB TPYMIIbI daf'y BOTHBIX (KUBOTHBIX. DTU UCCIIEAOBaHMS JOJLKHBI IIPUBECTH K OoJiee ITy0OKOMY MOHM -
MaHU1I0 BHYTPEHHETO MexaHu3Ma (dhoTornepuoansma u 6osee NMpoKoMy UCIIOb30BaHUIO (heHOMeHa O1o-

JIOTUYCCKOTO ITOKOA Y BOOHBIX OPraHM3MOB B TCOPUH U HA IMTPAKTUKE.

Knrouesvie crosa: TuapoOMOHTHI, TUariay3a, TOpMOHBI, TeHbI daf, C. elegans.

buonornyeckuii 1mokoii, HaIlpaBIeHHBI Ha Iepe-
>KMBaHWE HEOJIaronmpusITHBIX YCJIOBUM Cpe/ibl OOUTaHMS,
W3BECTEH B 3BOJIIOIIMOHHO OYEHb IITMPOKOM PSITy Opra-
HU3MOB OT OakTepuii g0 muiekonuramommx (Makpy-
mH, 1985; Anekcees, 1990; Diapause ..., 2007).

[MpuHAaTO CUMTATh, YTO GUOJOIMYECKUIl ITOKOU, B
0COOEHHOCTH OHA U3 ero (hOpM — Aurariay3a, Kak IpH-
CIoCOoOJIeHUE K CE30HHOW PUTMUYHOCTU BHEITHUX
YCJIOBUIA BO3HUK JaXe Y HACEKOMBIX B Pa3HbBIX IPyITIax
HE3aBUCUMO, YTO JIOTMUYECKU TTPUBOIUT K BBIBOAY O Ca-
MOCTOSITEJTbBHOM Pa3BUTHUM 3TOTO CJIOXKHOTO, MHOTO-
3BEHHOI'0 MEXaHN3Ma B OCTaJIbHBIX BOIIOLIMOHHO pa3-
HECEHHBIX TIpyIax 0ecIto3BOHOYHBIX ([laHMIeBCKuiA,
1961). Ha Hain B3risi, CyLIECTBYIOT KAK MUHUMYM JIBE
TPYIIIbl JOBOAOB, CBUACTEILCTBYIOIINX 00 OOpaTHOM,
T.€. O 3aBUCMMOM, 3BOJTIOLIMOHHO TIepeaaBaeMoM Ipo-
MCXOXIEHUY 3Tol amanTaiuu (Anekcees, 1990).

K mepBbIM ciemyeT OTHECTH YCTOMYMBOCTBH Bpe-
MEHOH M TIPOCTPAHCTBEHHON HEOIHOPOTHOCTH BHEIII-
HUX YCJIOBU, TAKMX KaK TeMIIepaTypa 1 CBET, 00YCJIOB-
JICHHBIX BpalieHrueM 3emr BOKpyr CoJHIa HaurMHasI C
CaMBbIX IEPBBIX THEH CYIIIECTBOBAHUS XXM3HU Ha TUIaHE-
Te. YKe Tepe IIepBbIMU OOUTATEISIMU BOJI, U CYIIIA CTO-
siyla 3Ta HEMPOCTas 3a7a4a — HEOOXOAUMOCTb MIPUCTIO-
COOJIEHMST K IEPUOANIHOCTH TUX BAXKHEHUIIINX (DaKTO-
poB. Hanbosee ynauyHble HAXOOKA B 3TOM OTHOIIICHUM,
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3aKpeIUICHHbIE TeHETUYECKN W TTOIIepKBaeMbIe CTa-
OMTM3UPYIOIIMM OTOOPOM HEMPEPHIBHO ACHCTBYIOILIETO
dakTopa, ITOCTYK1JTA, Ha HAaIll B3IJISII, OOIIEH OCHOBOIA,
Ppa3BUTHE U CIICIMAI3aLMs KOTOPOI B pa3HBIX TPYIIIIAx
OpPraHrM3MOB IIPUBEJIM K MOJIYYSHUIO Pa3HOOOPA3HbBIX IO
CBOEI PKOJIOTMYECKON U (PM3UOJIOTUYECKON 3HAYMMO-
ctu ¢dopM Omosormdeckoro Imokos1 (daHmieBcKmii,
1961; Anekcees, 1990; Woltereck, 1911; Stuart, Banta,
1931; Pourriot, Clement, 1973; Stross, 1969; Nilssen,
1978; Gliwicz, Rowan, 1984; 1986; Marcus, 1986; Slus-
arczyk, 1995; Pijanowska, Stolpe, 1996; Alekseev et al.,
2006; Diapause ..., 2007).

Bropas rpynma noBogoB, 6e3ycJIOBHO, HEOOXOaMast
JIJIS1 OLICHKM TTPaBUJIbHOCTHY MEPBOi1, COCTOUT B TOM, UTO
MHOTHE 3BeHbsI BHYTPeHHE! OpraHu3aliid CUCTEMbI pe-
TYJISILUM CE30HHBIX LIMKJIOB, TaK HA3bIBAEMbIIA HEHPOTY-
MOpabHbIA MEXaHU3M, U CTOsIIIee 32 HUM T'eHeTHYe-
CKOE KOOMPOBaHME B BeCbMa YIaJICHHbBIX (PUJIOreHETH -
YecKM TpymIlax OpraHM3MOB MPOSIBJISIIOT  Y€PThI
nopasurejibHoro cxoactsa (Zhang et al., 1992; Crag,
Denlinger, 2000; Ochlmann, Schulte-Oehlmann, 2003;
Gerisch, Antebi, 2004 1 n1p.). BMecTe ¢ TeM He BbI3BIBaET
COMHEHUI, 4yTo o01Iast hrIoreHeTUIecKasi M CTosIIast
3a Heil reHeTUYecKast OCHOBbBI OMOJIOTMYECKOTO TMOKOST Y
pa3sHBIX OPraHM3MOB HE O3HAYAIOT aBTOMATHYECKU
OOIITHOCTU CBOMCTB, B OCOOEHHOCTM TaK1X, KaK afariTa-
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LM K KOHKPETHBIM YCJIOBUSIM Y SBOJIIOLIMOHHO yIaJeH-
HBIX OpraHu3MOB. MI3ydeHne CXOICTBA U pa3InyusI PO/~
CTBEHHBIX IO CBOEMY IIPOMCXOXKISHUIO CBOCTB U MPHU-
3HAKOB OPraHM3MOB CaMOI'0 Pa3HOIO paHTIa SBJISECTCS
OIHOI U3 LIEHTPaJIbHBIX 3aa4 OUOJIOTUU, ITO3TOMY BO-
MPOCHI PACIIPOCTPAHEHUS U 3aKOHOMEPHOCTEN (popMu-
pOBaHMSI OMOJOTMYECKOIO ITOKOSI JOJDKHBI PEIIAThCS
KOHKPETHO U151 KaXKIOM TPYIIIIbI.

OKOJIOT'MYECKHWE TMTPUYNHDBI
BO3HMKHOBEHHWA BNOJIOTMYECKOI'O
ITOKOA B 2KU3HEHHBIX LIUKJTAX BOAHBIX
OPTAHMN3MOB

YcnoBusi oOuTaHUsSI OOJIBIIMHCTBA OPraHW3MOB Xa-
paKkTepu3yloTcs 0oJiee WIM MEHEE BbIPAKEHHON HEO[l-
HOPOIHOCTBIO, OIpee/sieMOii, B KOHEYHOM CUeTe, To-
JIMYHBIM XOJIOM UHTEHCHBHOCTH COJTHEUHOU paualivu.
ApnanTaiys XUBbIX CYILIECTB K MEHSIOLIMMCS YCJIOBUSIM
cpenbl UAET He TOJBKO 3a CYET MOBbILLICHUS] MTHAUBUITY-
aJTbHOM YCTOMYMBOCTM K HEraTUBHBIM (hbaKTOpaM cpe-
JIbl, HO TaKoKe W TIO JIMHUM MPUCTIOCOOTEHUS UX XKU3-
HEHHBIX [IUKJIOB K MEPUOINIECKOMY UBMEHEHUIO a010-
TUYECKMX U OroThdyecknx (akropoB (JlaHMIeBCKUiIi,
1961). D10 BBIpakaeTcsl B MPUYPOYSHHOCTH TIEPHONIOB
Pa3MHOXEHUSI M POCTA UYMCJIEHHOCTHU TIOMYJISILUNA K
orpenesieHHOMY BpeMeHH To/la WM COCTOSTHUIO OKpY-
Karoleld cpelibl U 3aMeJIEHUI0 WIW MpeKpalieHUIo
3TUX MPOLIECCOB B HeOJAronpusTHLINA nepuona. B pe-
3yJIbTaTe XXU3HEHHbIN 1IUKJI OpPraHU3MOB IIPENCTaeT B
BUJIE YEPETOBAHUSI aKTMBHOTO Pa3MHOXEHUS U pOCTa
YUCJEHHOCTU TIOMYJISILUM C TOPMOXEHUEM WU TIpe-
KpaleHueM (popMooOpa3oBaTeIbHbIX U PEMPOLYKTUB-
HBIX TTpolieccoB. Takoe cocTosiHre (PU3MOJIOTMYECKOTO
TOPMOXXEHUS MOJTyYMJIO0 Ha3BaHUe OMOJIOTUYECKU I T10-
KOH, BKIIOUamIlee B cedsl HECKOJIbKO COCTOSIHUI —
JInanay3y, CrisTaky v psm apyrux (Janunesckuii, 1961;
Keilin, 1959; Diapause ..., 2007). Paznmuuust mexxay HU-
MU OIPEIESIIOTCS TTPOIOJIKUTEIbHOCTBIO TTPOTEKAHUS
U CTETEeHbIO BOBJIEUEHHOCTU (DU3MOJIOTMUYECKUX Mexa-
HU3MOB.

OO01Ien3BECTHO, YTO TSI XXKWBBIX OPTaHU3MOB pa3-
HOI1 CTeTNeHN OpraHu3aliuy XapaKTepHbl KOPOTKOIIEPH -
OOHBIE (COM3MEPUMBIEC C CYTKAMU) YTHETeHUs (pU3m0-
JIOTUIECKMX Y OMOXMMUIECKUX ITPOIIECCOB, B TOM YHCIIE
JIBUDKEHUSI, TUTAHUSI, CUHTE3a OIpe/leJIeHHbIX OCTKOB,
depmenToB u T.4. (TeieHko, 1977). Hanbosnee nzBect-
HBIM ITPUMEPOM aJIaITTalIMK1 TAKOTO POJa SIBJISIETCS COH Y
MJIEKOIUTAIOLLIMX.

Jwaray3a 1 cristuka (B aHIJIOSI3bIYHOM JTUTepaType —
quiescence) SIBIISIIOTCSI TIPUCITIOCOOIEHUEM K Perysip-
HOMY U3MEHEHMUIO YCJIOBUI CYIIIECTBOBAHUS, 3aHUMAalO-
ILIeMy TEPUOJ, COM3MEPUMBIA, MO MEHbIIEe Mepe, C
JUTATEJIEHOCTBIO aKTMBHOM YacTU KM3HEHHOTO IIMKJIA
opranmsMma. /i1t 6ecrmo3BOHOYHBIX 3TOT ITEPHOJ, COCTaB-
JISIET HECKOJIbKO HeNe b, MECSI1IeB, MHOTAa (11 oOUTa-
TeJiel BpeMEHHBIX BOIOEMOB apUIHOI 30HBI) JaXKe JIET.
I1pu ycyryomeHny ayuanay3bl 1 CIISTYKI HEPEIKO HACTY-
MaeT COCTOSTHUE KPUIITOOMO03a, UTO OOBIMHO ITPOUCXO-

JIUT TIpY TIOMaaHWUM TTOKOSIIIIUXCS ST B HEOIarornpu-
SITHBIE JUTsT SMOpHoreHes3a ycioBus. [Tpu aToM cmoco6-
HOCTb K BOCCTAHOBJICHMIO XKM3HEIESITEIBHOCTA MOXKET
COXpaHsTbcs cOTHU U Ooutee et (Hairston et al., 1999).

Pazmune Mexmy nuaray30il M CISTYKOM OITpeIesIsi-
€TCsI HEMPOCEKPETOPHBIMM Y BHYTPUKIIETOYHBIMU IIpe-
00pa30oBaHUSIMM, B TOM YMCJI€ OTBETCTBEHHBIMM 3a pa-
00Ty OMOJIOTMYECKUX YacoB, (DYHKIIMOHUPYIOLIUX TIPU
nuarayse. BeipaboTka TopMOHOB, HAKOIUICHHUE PE3EPB-
HBIX BEIIECTB U JIpYrie HEOOXOIUMbIE UBMEHEHMUS Tpe-
OYIOT onpeAe/IeHHBIX 3aTpaT BpeMEHU, U3 Yero CIICIYeT,
4TO auaray3a He HaCcTyIlaeT BCJIEICTBUE PE3KOTO YXYII-
IIIEHUST YCIOBUM CYILIECTBOBAHMSI, a IIpeaBapsieT I10-
ceHME, PaBHO KaK pe3Koe yJIydllleHre cpelbl o0rTa-
HUSI HE MOXKET MOBJIeYbh 3a COOOM IIpeKpallleHre raria-
Y3bl. OTHUM AMariay3a OTJIMYAeTCs OT COCTOSIHUS CITSTUKM,
HayaJjo 1 3aBepllieH1e KOTOPOI HACTyIaeT cpasy Iocie
COOTBETCTBYIOIIETO M3MEHEHMsI YTHeTalolero (akro-
pa, HaIpuMep TeMITepaTyphl.

IIpoTuBONOCTaBIEHNE AMAaNay3bl CHY M OLCIICHE-
HUIO (CIIIYKe), HeoOXomMmoe Il 0ojiee YEeTKOIo ee
orpeeieHrsI, He TOJDKHO IIPEIsITCTBOBAaTh IOHMMa-
HUIO UX HECOMHEHHOTO POJCTBA, TEHETUUYECKOI OOIII-
HOCTHU. AfanTalyiy K CyTOYHOM HEOTHOPOTHOCTH YCII0-
BUI CyILIECTBOBAHUS, OYEBUIIHO, TIPEAIIECTBOBAIU CE-
30HHOM. DTO HAIIUIO CBOE OTpPaKEHUE B MEXaHU3Max
VHIYKIMA 1 TepPMUHALIMI JAAaray3bl (peaKTUBaLiyl Op-
TaHU3MOB), B OCHOBE KOTOPBIX JeXaT LMpKaaruaHHbIE
putMmel (Teimesko, 1977).

OnernieHeHne, B CBOIO OYepelb, IIPEACTAET HeIopas-
BUTOM (popMOIi CE30HHOI amanTaly, B UHIYKIIMIO 1
peaKTUBALIIO KOTOPOIi ellle He BKIIIOUeHa HeiiporyMo-
pajbHas CUCTeMa. DTO HaXOOUT CBOE MOATBEPKACHHE B
TOM, YTO OpraHM3Mbl B Hayajie Mepuojaa yriayoJieHus
Jiaray3bl 4acTo MPOSIBIISTIOT CITIOCOOHOCTD K 00paTUMO-
CTH, IOCPOYHOMY IPEPHIBAHUIO 3TOTO COCTOSIHUS IO,
BJIMSTHUEM M3MEHEeHUsT Temitepatyphbl (Zaslavsky, 1988).
OOpaTuMOCTh auarnay3bl, TIpUCylliasi paHHUM ee¢ 3Ta-
1aM, a TaKKe CITOCOOHOCTD K OBICTPOI peaKTUBAaLM Ha
3aKJII0YUTETILHOM 3Tarle (Iocjie 3aBepIleHUs TEpMUHA-
1M1 ) cOTMKAET ee C COCTOSTHUEM CITsTYKU. Bmecte ¢ Tem
Iyaray3a — I10 KOMIUIEKCY CBOMCTB HambOoJjiee COBEp-
1meHHas1 ¢hopMa aganTaluy K CE30HHOU HEOTHOPOIHO-
CTU YCJIOBUIA CYIIECTBOBaHWSI OPraHU3MOB U MOMYJIsI-
11, — HECOMHEHHO, MOXKET pacCMaTpUBaThbCS U U3Yy-
4aThCsl KaK BIOJIHE 000COOJIEHHOE, CaMOCTOSITEIbHOE
SIBJICHUE.

Jlo HemaBHero BpeMeH OCHOBHOE BHUMAHUE UCCIIe-
JoBaTeJiel TIOYTH UCKITIOUUTEIbHO MPUBJIEKA MEPUO],
aKTUBHOTO Pa3BUTUSI BOAHBIX OPraHU3MOB, UTO BIOJTHE
MOHSITHO, TaK KaK MMEHHO B 3TO BpPeMSI IIPOMCXOIST
HaubosIee BaKHbIe 151 (PyHKIIMOHMPOBAHMUST SKOCUCTE-
MBI TIPOLIECCHI TIEpeHOCca SHEPTUMU U BelllecTBa IO TPO-
pruecKM LeTsIM, HaO/IIoAaloTCsI CYIIeCTBEHHBIE KOJIe-
0aHUS YMCJIEHHOCTU, OMIOMAaCChl, U3MEHEHMSI pOXK/Iae-
MOCTHU, CMEPTHOCTA U Tomy TmomgobHoe. IlaccuBHyrO
YacTh KM3HEHHOTO LIMKJIA TUAPOOMOHTOB OOBIMHO pac-
CMaTpMBaid KaK HEUTO MaJlo3HaYuTeIbHOe. BMmecte ¢
TeM U3y4YeHHe POJIM auaray3bl B 3KOJIOTMU HACEKOMBIX,
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Taoauua 1. [Tpumepsl ydacTrst GUOJIOTMYECKOIO MOKOSI B XKM3HEHHBIX LIMKJIaX BOAHBIX OpraHU3MOB (110: Aekcees, 1990,

C U3MEHEHUSIMU)

Tunwl, KJ1acchl Bunapr
Diatomea Coccinodiscus concinnus
Spongia Halichondria panices
Coelenterata Aurelia aurita
Turbellaria Hemaniella retunuova
Nemertini Prostoma graescense
Rotatoria Notommata copeus
Polychaeta Dinophilus teaniatus
Oligochaeta Aelosoma hemprichii
Nematoda Caenorhabditis elegans
Crustacea Daphnia pulex
Insecta Culex pipiens
Mollusca Sepia officinalis
Bryozoa Lophopodella carteri
Echinodermata Stichopus japonicus
Pisces Nothobranchius gardneri

IMokosmasics cranust VYrueraemasi yHKIIUST
Aykcocniopa PazButue
Temmyna To xxe
[Mnanyna OMOpuoreHes
OMOpHUOH To xxe
Hwucra Poct
Ao DOMOpHOreHe3
Hwucra Poct
To xe To xe
JInyuHka-ngaypa PazButue
Ao OMOpuoreHe3
To xxe To xxe
JInuuHka Co3speBaHue
Crarobnact PaszButue
Bapocibie Poct
Ao OMOpuoreHe3

Tadauma 2. CpoiicTBa 6€CITO3BOHOYHBIX OPTAHU3MOB B COCTOSIHUM nMaray3bl (mo: Diapause ..., 2007, ¢ UBMEHEHUsIMI)

@DyHKIIMKY OpraHu3Ma U 0OCOOEHHOCTH TTOKOSI Hacexkombie| PakooOpa3Hbie | HemaTonbl 1 KosoBpaTku
VpoBHeHb MeTaboMM3Ma, % 8-35 12-30 15
IMorpe6aenue nuiu, % 0-35 0-33 0
AKTUBHOCTb MUILIEBAPUTEIBLHBIX (pepMEHTOB, % 10—30 5-20
AKTUBHOCTh MeTaboIMueCcKuX pepMeHTOB, % 8—50 15-35 ?
MakcuManbHOE HAaKOIICHUE JIMITUAOB, % OT CyX0il MacChl Tejia 15 18 13
MuHuManbHOE BpeMsl TepMUHALIMK T1aliay3bl, MEC 1.5-3 2-3 3
CpenHee BpeMsl TSpMUHALIUH, MEC 6.3+1.2 7.2+0.8 ?
CwmeneHue nopora ¢poTonepruoaniecKoil peakiiuu 3a cuet 29+0.8 1.43 + 0.6 ?
Temmnepatypsl, 4/°C
CwmelieHue nopora GoTornepuoandecKoil peakiiuu Ipu cMe- 0.3-0.5 0.3—0.5 ?
IIEHUH 110 MepUIraHy, 4/MEepUINOHATBLHBIN rpamyc
Vyactue doTonepona B MHIYKIIUH MOKOS + + +

KJIelleid, TayKoB, a TakKe IPYrMX OpraHM3MOB TToKa3a-
JIO, 9TO 3TO SIBJIEHHE TIPEICTaBIsieT cOO0i BechbMa pac-
MPOCTPaHEHHBIN MEXaHU3M, OTBETCTBEHHBII 3a CHH-
XPOHM3ALMIO aKTUBHOM YaCTH JKM3HEHHOTO IMKJIA C Ce-
30HHBIM PUTMOM BHEIIIHUX YCJIOBUI U TAKUM 00pa3oM
3a (popMHpOBaHNE KM3HEHHOTO IMKJIa KaK TaKOBOTO
(tabm. 1).

CTOJ1b IIMPOKOE paclpocTpaHeHUe OUOJIOTMYeCKO-
IO TTIOKOS B XKM3HEHHBIX LIMKJIAX BOTHBIX OPraHMU3MOB, a
Takke (PU3NOJIOIrMYECKME OCOOCHHOCTY Uaray3upylo-
LIMX OPraHMU3MOB, TTIepeKPhIBAIOIINE TH00bIe MEXBUIO-
BbIC OT/IMYMSA, ITO3BOJIAIOT CUMTATb HMCCIICAOBAaHUSA B

OHTOT'EHE3 Tom 41 Ne2 2010

3TOM 00J1aCTU OHOI U3 (PyHAAMEHTATBHBIX 3a1a4 OUO-
JIOTUM.

PU3NOJTOTMYECKHUE OCOBEHHOCTHU
OPTAHU3MOB B COCTOAHNN
BNOJIOTUYECKOI'O ITOKOA

OpraHu3Mbl B COCTOSIHUM OMOJIOTMYECKOTO ITOKOSI
3HAYMTEJIBHO OTJIMYAIOTCS OT HOPMAaJIbHO pa3BUBAIO-
LIUXCST 0COOEI, UTO BITOJTHE OUEBUIHO JIJISI ITpeKpaliaro-
LIMX KJIETOYHOE AeJICHE TTOKOSIIIIXCS SMOPUOHOB U, B
MEHBIIIEH CTEIeHW, HO TOXE CIpPaBEIIMBO, I Opra-
HU3MOB C JIMYMHOYHONM [OManay30oM M Auariay3oii Ha
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B3pOCJION cTamuu pa3BuTus (Tadmd. 2). YpoBeHb MeTabo-
JIM3Ma M CBSI3aHHBIX C 3TUM IPOLIECCOB (ITUTAHME, IT0-
JIBIKHOCTb, JbIXaHUe, 9KCKpels (pochopa, azota u Jip.)
CHIDKAETCsI B HECKOJIBKO pa3 (AsekceeB, 1990; Alekseey,
Starobogatov, 1996; Alekseev, 1998; Hirche, 1996).

IMocne 3aBepieHVs Ouanay3bl YpoOBeHb 0Aa30BOTO
MeTaboJIM3Ma y HEKOTOPBIX PaKOOOpa3HbIX 3aMETHO M0~
BBILIIAETCSI B CPABHEHUY C HOpMOIi (Astekcees, 1989; Ar-
baciauscas, 1998). Hemoy4eT 3Tx 1 Apyrnx ocCOOeHHO-
creii (PU3MOJIOTUH AUATIay3UPYIOIINX JIMYMHOK 1 TI0JIO-
BO3pPEJIbIX 0CO0EiT MOXET IIPUBOAUTDL K 3HAYNTEIHHBIM
OIIMOKAM B pacyeTax SHEPreTMUYeCKUX CBOMCTB ITOITY-
JISILAI B TIEpUOA, 3MMOBKHM 1 Ha KpasiX Ce30HOB (AJieKce-
eB, 1990; Arbaciauscas, Lampert, 2003).

Baxneiriieid aganTaliiOHHON OCOOEHHOCTBIO IMa-
Hay3upylIix OPraHU3MOB SIBIISICTCSI CIIOCOOHOCTh K
00€3BOXKMBAHUIO, a TAKXKE HAKOITUICHUE PEe3ePBHBIX U
MPOTEKTOPHBIX BEIISCTB Kjlacca XKUPOB, CTEPUHOB,
TPUIJTULIEPUIOB U OCOOEHHO Tperajio3bl, KoTopasi odec-
MEYNBAET BLICOKYIO YCTOMUYNBOCTD MOKOSIIIIUXCST CTAIUIA
K 1LIeJIOMY KOMIUIEKCY HETaTUBHBIX (PaKTOPOB — IOTEpe
Biaru (10 95%), seicokoii Temrieparype (Boiiie 100°C),
nevictBrio paguaumu u npyrum (Ricci, 1998).

Takast yCTOMYMBOCTb M JJIUTEJIBHOCTh COXPAHEHUS
KU3HECTOMKOCTH Y TIOKOSIIIIUXCS OPTaHU3MOB 00YCII0-
BWJIN 3HAYMTEIBLHBIN MHTEPEC K 3ToMY (peHoMeHYy. B Ha-
cTosIIIee BpeMsI KaK B Hallleli CTpaHe, TaK 1 3a pyOesKoM
aKTUBHO BEAYTCSl MCCIEIOBAHUSI IO U3YYEHUIO POJIU
G1OJIOrMYECKOT0 ITOKOSI B pacCeJIeHUN YY>KepOIHBIX BU-
JIOB, B KOCMWYECKUX MCCJIEIOBAHUSIX, TTaJICOTMMHOIO-
Uy, MeAULIHE 1 ap. (cM 0630pkl: Alekseev et al., 2006;
Diapause ..., 2007). YHuBepcaJlbHOCTb ME€XaHM3Ma U
pacnpoCTpaHEHHOCTh OMOJIOTMUYECKOTO MOKOS, Ha Halll
B3IJISI, TTO3BOJISIET TAKSKE PACCMATPUBATh €r0 U KaK KOC-
BEHHOE CBUIETEJIECTBO B IOJIL3Y MAaHCIIEpMUU KaK (pop-
MBI 3apoxKaeHusI )k13Hu Ha 3emuie (Diapause ..., 2007).

T'OPMOHAJIbHAA OCHOBA
BUOJIOTMYECKOI'O ITOKOA
BECITO3BOHOYHBIX

JluteparypHble CBeAeHMSI 00 y4acTMM TOPMOHOB B
WHIYKIIMWA U TePMUHALIMA Jranay3bl BOTHBIX OpraHU3-
MOB BecbMa HeoMTHOPOIHBI. C OTHOM CTOPOHBI, UMEETCS
OKOJIO TBICSTYM pa0OT, TTOCBSIIEHHBIX N3yYEHUIO TOPMO-
HaJIbHBIX OCHOB IIPOLIECCOB CE30HHOIO 3aMeJICHUS
JIMHBKY Y HEMOJIOBO3pebIX (JITUMHOYHAS Auariay3a) u
CE30HHOTIO XK€ pPa3sMHOXEHUS (MHOYKLMS W TepMHUHA-
1] MMarMHaJbHOW Auariay3bl) y AECITUHOIMX PaKOB
(Aiken, 1981; Quackenbush, 1986; Naya et al., 1989). C
JIPYTOii CTOPOHBI, MaTepuajbl IO 3TOMY BOIIPOCY IS
JMaray3bl HU3IINX pakoB — JnunHo4yHoM (Carlisle, Pit-
man, 1961; Johnson, 2003) v sm6proHanbHOM (Park-
er, 1966; Van den Bosch de Aguilar, 1969; MacRae, 2005)
— ClemyeT paccMaTpMBaTh KakK SIBHO HEIOCTAaTOYHBIE.
ITo aToii MprUYMHE TOKa HE CYIIECTBYET EAMHOMN CXEMBbI
IO YYaCTHUIO TOPMOHOB B MHIYKLIMA U pPeaKTUBALU
JMaray3bl pakooOpa3HbIX, KaK, HaIlpUMEpP, Y HaCEKO-
MbIX (Novak, 1966, Denlinger, 2002).

VXe mepBbIe MCCIIEIOBaTeIM HEMPOSHIOKPUHHOMN
CHUCTEMBI pAKOOOPa3HBIX U IPYTUX BOMHBIX OPraHU3MOB
OTMEUAI €€ CXOACTBO C HACEKOMbBIMH, HE YKAa3bIBasl
KOHKpPETHBIE COJTIKAIOIIME U Pa3INYaOIIre YePThI JI1-
00 o0cyxKnast TUIIb OTASbHBIC 3JIEMEHTBI yJ4aCTUsI TOp-
MOHOB B PEryJIsSIN XU3HEHHBIM LIMKJIOM, B YACTHOCTU
pasmHoxeHueMm (Carlisle, 1957; Bliss, 1966; Aiken,
1981). HakoruieHre cOIOCTaBUMbIX MaTepUaJIiOB M03-
BOJIUJIO C OOJTBIIIE OMpeAeSIEeHHOCTBIO 00CYKIATh CXO/I-
CTBO Y pasjiyyie TOPMOHAJILHBIX MEXaHU3MOB YITpaBJIe-
HMEM Juariay3oii B SBOIOLMOHHO IIUPOKOM PSIIY
(AnekceeB, 1990; Ochlmann, Schulte-Oehlmann, 2003;
Diapause ..., 2007). JoCTUTHYTBIII B 3TOM OTHOIIIEHUI
mporpecc ¢ 00erX CTOPOH OTKPHIBACT PEaIbHYIO BO3-
MOXHOCTb IPUMEHUTD CYIIECTBYIOIINE B SHTOMOJIOTUU
CXEMBI TOPMOHAJILHOTO YIIPABJICHUSI AUATIAY30id [IPUMeE-
HUTEJIBHO K PAKOOOPA3HbIM Y JPYTUM TMIPOOMOHTAM.

B cootBeTcTBUM C OCOOEHHOCTSIMU Pa3HbIX TUIIOB
Juaray3bl TOPMOHAJIBHYIO PETYJISILIMI0 CE30HHOIO pas-
BUTHSI HACEKOMBIX BIIEPBbIE IE€TATbHO paccMoTtpen Ho-
Bak (Novak, 1966). OH BBIIEIWII TpU THTIA AMAriay3bl,
CXOMIHBIX ITO HEHPOTYMOPaIbHBIM PETYJISITOPHBIM MEXa-
HU3MaM.

1. Umaeunanvhas duanaysa cCBsi3aHa C IIpeKpalieHn-
€M pa3BUTUSI TPEXKIIE BCErO TOJOBBIX XKele3, UTO 00y-
CJIOBJIEHO HEAOCTAaTKOM aKTMBAlIMOHHOTO 1 IOBEHWJIb-
HOro (HEOTEHMHA) TOPMOHOB. AKTHMBAILIMOHHBII TOp-
MOH BBIPa0aThIBACTCSI HEMPOCEKPETOPHBIMU KJIETKAMM
TOJIOBHOTO MO3Ta, IOBEHWIbHbBIN — MpUIeKalluMu Te-
Jamu (corpora allata). ¥V pecarnHormx pakooOpa3HBIX
CXOIHBIU 1O CTPOSHMIO U (PYHKIIMOHATBHOM pOJIv Top-
MOH MeTWJI-(hapHe30aT BbIpabaThIBAIOT MaKCUJISIPHbBIC
OpraHbl.

OKCIIepUMMEHTATIbHBIM ~ BBEIEHUEM  IOBEHUIBHOTO
TOPMOHA U €r0 TIPOMU3BOIHBIX HEPEIKO YAAETCS TTOJTHO-
CTBIO YCTPAHUTh CUMITTOMBI MMarHaJILHOM 1 SMOPHO-
HajbHOM auamnay3 (Olmstead, Le Blanc, 2001).

2. Tlo30HeambpuoranvHas, AUHUHOUHAS U KYKOAOUHAS,
duanay3a IPOSIBIISIETCS B 3a/IEPXKKE PA3BUTUSI BCETO Op-
raHu3Ma, UMEIOIIIEeTO YK€ AOCTaTOYHO chOpMUPOBaH-
HYyIO HEPOCEKTOPHYIO crucTeMy. Jnarmay3a 3Toro tuma
BO3HMKAET MPU HEIOCTAaTKe aKTUBALIMOHHOTO TOPMOHA
¥ TOpPMOHA JIMHBKY 3Kmr3oHa. [locimemamii y HaceKo-
MBIX CEKPETUPYETCS TTPOTOPAKATLHBIMU JKEJIe3aMM.

3. Pannesmbpuonanvras duanaysa BOSHUKAET Ha CTa-
JIAW 3apOJIBIIIEBOM TTOJIOCKM M COMPOBOXKIACTCS TIpe-
KpallleHUeM WM 3aMellJIeHUeM SMOPUOHATIBHOIO pas-
ButHs. OHa BBI3BIBACTCS IPUCYTCTBHEM OCOOOTO Top-
MOHa JIMalriay3bl OOMOMKCHUHA — WHCYJIMHOITOHOOHOTO
BelLIECTBA, MPOIYLIMPYEMOTo HEHPOCEKPETOPHBIMU KJTET-
KaMM TIoArIoToyHoro raHmmst marepu (Iwami, 2000;
Ichikawa, 2003). AKTMBHOCTb 3THX KJIETOK IT01, BJINSIHU -
eM HHIyLUPYIOIIX (PakTopoB ((oTroneprona) MoKeT
HauMHAThCSI e11IE 10 MOJI0OBOTO CO3PEBaHUST OCOOM.

TakuM oGpa3omM, 10 KpaiiHeld Mepe Il IEPBOTo U
BTOPOrO TUIIOB JWanay3bl IMPEANOaracTcsl CyliecTBO-
BaHHW€ OMTOPMOHAJILHOW MOJIENIU PETYJISIMU, PU KO-
TOpOI HEMPOTOPMOH (aKTUBALIMOHHBIN) YIIPaBJIsIET BbI-
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paboTKOI TOPMOHA SHOOKPUHHBIX XeJie3 — IpuiesKa-
X TeJT WJTA TTIPOTOPaKAJIBbHBIX JKeJle3.

3acnaBckuii (Zaslavsky, 1988) nmpemioxuia HeCKOb-
KO WHYIO JIBYXYPOBHEBYIO MOJIE/Ib, B OCHOBE KOTOPOI
JIEKUT TpeXwIeHHAas CUCTeMa YIIPaBIICHUs Ouaray30i,
COCTOSIIIIAST M3 B3aUMOJICUCTBYIOILIMX MEXITY COOOM aK-
TUBUPYIOIIETO U MHTUOUPYIOIIETO HEMPOCEKPETOPHBIX
LIEHTPOB, a TAKXKe OOILIEH 71T HUX MUILICH! - SHIOKPUH-
HOI1 >kesie3bl. [IpuHIMITMaIBHO, YTO pe3y/asTaT BO3Ieii-
CTBUSI HA MUILIEHb OIpeNEsieTCs] He TIONAaBIeHUEM aK-
TUBHOCTHU TOT'O WJIM MHOTO 1LIEHTpPA, a OIpeAc/ICHHBIM CO-
OTHOIIICHVEM aKTUBHOCTH WJIX TUTPA X TOPMOHOB.

O0e mpemiaraeMble CXeMbl PEAIM3YIOT ITPUHLIMII
repapxuu B TOPMOHAILHOM cHCTeMe yIpaBiIeHUs Tra-
nay3oii. Mlepapxnudeckoe COIOTUYMHEHUE IETAET yIIpaB-
JISIIOIIYIO cucTeMy Oonee 3(ppeKTUBHON 1 SKOHOMMNY-
HOI. DTO OTHOCUTCS MPEXKIE BCEro K pacXxoay aKTUBU-
PYIOIIIETO U WHTUOMPYIOIIETO TOPMOHOB. [ToCKOIBKY
STH BEIIECTBA OINPEACISTIOT (PYHKIIMOHNPOBAHKUE €IIMH-
CTBEHHOI MUIIIEHU, KOJIMYECTBO UX MOXET ObITh OYEHb
HeOoJbIIMM. B 3TOM, 0OueBMIHO, ObL1a OAHA U3 MPUYUH
TPYAHOCTEM C BBIICJIIEHUEM U XapaKTeprU3alMe HEMpo-
TOPMOHOB. DHIOKPUHHBIE (CTEPOUIHBIE TEPIICHTPOMI-
HbIE) TOPMOHBI 110 OTHOIIIEHMIO K MPEIbIAYIIEH CTyIie-
HU MOXHO paccMaTpyBaTh KaK MCITOJIHSIONIE Belle-
CTBa MOIM(PYHKIIMOHAIBLHOTO JeiicTBrsl. Mx Tpebyercs
B TOpa3ao OOJbIIEM KOJIMYECTBE, U HE CIIydaifHO OBe-
HWJIBHBIN TOPMOH U 3KIN30H ObLUTA HE TOJIBKO OXapaK-
TepU30BaHbI, HO M CUHTE3MPOBAHEI B IIEPBYIO OUYepPEIb.

MHormne Marepuaibl IT0 SHIOKPUHOIOTHH paKooo-
pPa3sHBIX COBMAIAIOT WJIN MPUOIKAIOTCS K BBILICOTIH-
CaHHBIM CXeMaM JEeMCTBUSI TOPMOHOB Y HACEKOMBIX.
OTHOCUTEILHO 3MOPMOHAIBHOI mmariay3bl (Tuir 3)
MMEIOTCSl CBUAETEJILCTBA O TTOBBILIEHHOMN HEepoCceKpe-
TOPHOI aKTUBHOCTHU KJIETOK BEHTPAJIbHOM YacTH MO3ra
Daphnia pulex npn ¢popmupoBannu s¢purmus (Van den
Bosch de Aguilar, 1969). CienyeT HamIOMHUTB, YTO Y 3TO-
ro BUAa HaWOOJbIIIeN YyBCTBUTEJIBHOCTBIO K (hoTore-
puomy ob61a1ar0T SMOPHUOHEI B TeJie MaTepH (Stross, Hill,
1968). Peanmzanyst ycBOeHHOI MMM (poTOIIeprOaNYe-
cKoli nH(pOpPMaLUM TTPOMCXOANIIA MOCJIe TOCTHKEHUS
TIOJIOBO3PENIOCTA. DTH MaTepHualibl, KaK W CBEACHUS
IMapkepa (Parker, 1966) 0 MOBBIIIEHUN COAECPKAHUS
HEPOCEKPETOPHBIX TOPMOHOB B TeJie y caMoK Daphnia
schodleri mpu nepexoe K raMoreHe3y, He MPOTHUBOopeYaT
cxeme HoBaka (Novak, 1966) mwra paHHesMOpHOHATH-
HOI nuamay3bl. ¥ BETBHUCTOYCHIX PaKOB Ha IIpUMepe
Daphnia magna ObUI0 TaKKe YCTAHOBJIEHO yJacTHUEe CTe-
POMITHBIX TOMOHOB B JIMHHOM IIMKJIE M ITUKITTIECKOM
CMeHe IapTeHoreHesa ramoreHezoM (Baldwin, LeBlanc,
1994).

B netaybHOM MCCIeIOBAHUM SKIVICTEPOUIOB B TeJe
y OKeaHn4ecKoro Buna korenon Calanus pacificus moxka-
3aHO YBEJIMYEHNE TUTPaA SKIM30HA B TeMosmMde Tepes
JIMHbKOM M CHIDKEHHME €r0 MEXAy JIMHbKAMU, a TaKxKe
MpH TIepexoie K IMYMHOYHOI auariay3e (Johnson, 2003).
DTH JaHHBIE XOPOILIO COITIACYIOTCS C BADMAHTOM 2 B CXE-
me HoBaka (Novak, 1966).
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B HanGonpIlreit cTerieHn poJjib TOPMOHOB M3BECTHA B
ypaBJIeHU JIMHBKOI 1 pa3MHOKEHUEM (Iraray3a TH-
na 1) y necatuHorux pakoB (cM 0030p: Quackenbush,
1986). CrremyeT yTO9HUTB, YTO K Arariay3e TaKie CBeIe-
HUSI UMEIOT OTHOIIIEHHE TOJIBKO B TOM CJTydae, eC/id OHU
ObLTU CBSI3aHbI C U3YUYEHUEM CE30HHBIX U3MEHEHUI pe-
MPOAYKTUBHOTO MJIM COMATUYECKOTO POCTa. Y BBICIINUX
paKooOpa3HbIX B OTJINUKE OT HACEKOMBIX TTOCIIE TOCTH-
JKeHUsI MOJIOBO3PENIOCTY TMPOAOIKACTCS JTMHEHHBIA U
BECOBOM POCT.

MHorve BSHIOKPUHOJOIM TMOKAa3aJM aHTaroHW3M
MPOLIECCOB PEMPOIYKTUBHOIO U COMaTUYECKOTo pocTa y
JIECITUHOTHX PAKOB U B 3TOM — OJIHO U3 IIaBHbIX Pa3/iu-
YU TOPMOHAJIBHBIX MEXaHU3MOB MMarvuHaJIbHOI ara-
nay3bl Crustacea u Insecta. /Ipyrue otinuus Kacarorcst
Tororpapu  HEMPOIHAOKPUHHBIX 1IEHTPOB y 3TUX
IPYMIT YWICHUCTOHOTMX. BaxkHeUIMM 1IeHTpOM Herpo-
TOPMOHOB, YYaCTBYIOIIMX B CE30HHOM YIpaBJIeHUU
JIMHBKOU JECATUHOTMX PAaKOOOPa3HbIX, SBJISIETCS KOM-
Tuilekec X-opraHa M CUHYCHOM KeJie3bl, JIOKaI30BaH-
HBIIA B m1a3HBIX crebenbkax (Passano, 1951; Carlisle,
1957). Vmanenue 11a3HBIX CTeOEIHKOB MPHMBOIUT K
YCKOPEHUIO JIMHBKU, TOTAA KaK BBEICHUE UX 9KCTpaKTa
— 3aMeIITIONIero JTMHBKY TopMoHa (Molt Inhibition
Hormon, MIH) — mpuocraHaBIMBaeT 3TOT IIPOLIECC
(Zeleny, 1905; Quackenbush, 1986). CpaBHUTETLHO He-
JaBHO ObLTO yetaHoBjieHO (Naya et al., 1989), uyto 3amen-
JIEHUE JIMHbKU BbI3bIBAETCSI HE TOJIHKO 9TUM TOPMOHOM,
KOTOpBIi ObLI OTpe/ieieH Kak OJIMH U3 IEPUBATOB KCaH-
TOYPUHOBOM KUCJIOTBI, HO U COOTHOIIIEHUEM aKTUBHO-
CTHU WJIM TUTpA IPYTUX TOPMOHOB, KaK 3TO 1 YTBEpXKAall
3acnaBckuii (Zaslavsky, 1988).

Muensto it MIH sasnsgerca Y-opraH — mapHas
SHIIOKPUHHAs XeJie3a, Mo (PyHKIMM COMoCcTaBUMasi C
MPOTOpaKaJIbHBIMM  KeJie3aMu HacekKoMbix (Carlisle,
1957; Aiken, 1969). BoimensieMblii Y-OpraHoM TOpMOH
JIMHBKM OTHOCUTCS K IpyTiie aKkaucTeponaos (10-okcu-
3KJIM30H), BecbMa OJIN30K K 9KIU30HY HACEKOMBIX U
JNeiCTBYeT Ha pa3juyHble TKAaHU CXOMHBIM C HUM
oOpaszoMm. CucrteMa rOpMOHaJIbHOTO KOHTpPOJS 3a
CE30HHOCTBIO MPOLIECCOB JMHBKU Y AECATUHOTUX
PaKoB, TaK Xe KaK U y HaCEKOMBIX, IPEACTAET B BU-
Jie OUTOPMOHANIBHOTO JBYXYPOBEHHOTO KOMILIEKCa,
OIHAKO aKTMBAIlMOHHOTO TOPMOHA, TTPOU3BOANMO-
ro HEMPOCEKPETOPHBIMU KJI€TKAaMU MO3ra, y pako-
00pa3HBIX IT0KA He OOHAPYKEHO.

Heckombko nHyr0 MHTepHpeTaluio B3aMMOOTHOIIIE-
Huit muabKy 1 MIH Ha npumMepe n3ydeHurst C€30HHOTO
LIMKJIa JIMHbKU HEIOJIOBO3PEJIbIX PEYHbIX pakoB Or-
conectis virilis ipennaraet DiikeH (Aiken, 1969). AHanu-
3Upys pe3yJIbTaTbl M3y4YeHUsl Mpoliecca peakTHBaluU
JIMYMHOYHOM amarnay3bl (M0 TEPMUHOJIOTUM aBTOpa —
resistance), OH MpUILET K BbIBOAY O CYILIECTBOBAHWUU
JIByX TTPOTUBO(A3HBIX PUTMOB B IMOCTYITJICHUU (U1 aK-
TuBM3anuK) nHruoupytomero (MIH) u ctumymipyio-
miero JuHbKY (Molt Stimulating Hormon, MSH) rop-
MOHOB. BripaboTka ropMOHa-MHIMOUTOPA, T10 DUKEHY,
OIpeNiesIsieTCsl COKpallleHeM JUIMHBI THSI, MaKCUMaJlb-
HOE €0 Cofiep>KaHUE TIOCTUTAeTCs K AeKaoplo, Tocie ye-
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ro TIpU conepzkanuu O. Virilis B TeMHOTE ¥ TIPA HU3KOM
temriepatype ™mTp MIH HeykioHHO cHmKaercs. K
KOHILy (eBpais, T.e. CIycTsl 4—5 Mec mocjie UHAYKIMA
Jiranay3bl, COAep>KaHue MHIMOUTOpa JOCTUraeT Mopo-
roBbIX 3HaYeHUi. OMHOBPEMEHHO MPOUCXOAUT Hapac-
TaHUe MTPOM3BOJCTBA TOpMOHa TMHbKU (MSH), 1 Hauu-
Hasl ¢ 3TOro mepvoja MOXHO CTUMYJIMPOBATh YCIIEelI-
HYIO JIMHBKY C TIOMOILBIO YBEJIMYCHUST IJIMHBI JHS U
MOBbILLIeHUs TeMrepaTypbl. [ToNbITKY 10OUTHCSI 3TOTO B
OoJiee paHHME CPOKM YBEJIMUMBAIOT CMEPTHOCTh PaKOB
33 CYET TOPMOHAJIBHOIO AucOajlaHca, YTO HAamISIIHO
MPOSIBIISIETCS] B HE3aBEPILIEHHOCTH Mpoliecca SKIU3nca
— HETOJHOM TTPOXOXKAEHWU JIMHbKU PaKOOOpa3HbIMU.

TopMOH-MHTHMOUTOP ObLT OOHAPYKEH HE Y BCeX JeCsI -
TUHOTUX PaKOOOpa3HbIX, a JIUIIb y TEX BUAOB, pa3BUTUE
KOTOpPBIX TIpepbIBaeTCsl BCJEACTBUE HEOTHOPOTHOCTU
cpenpl ooutanust (Aiken, 1981). IToaToMy ero MoxXHO
CUYMTaTh OCHOBHBIM (haKTOPOM FOPMOHAJIBHOI MPUPO-
JIbl, OTPENEISIONIMM CE30HHOCTh pOCTa M AManay3bl y
pakooOpa3HbIX. BMecTe ¢ TeM YCKOpeHrEe peaKTUBalu1
JIMYMHOYHOM auariay3bl O. virilis BOJIM3M nopora coaep-
xanuns MIH (3a cueT ocBellieH1s ¥ OBBIILICHUS TEMIIE-
paTypbl) CBUIIETEJILCTBYET B MOJIb3Y CYLIECTBOBAHUS Y
pakooOpa3HbIX HEHPOrOPMOHAIBHOTO 1LIEHTPa, BbIpaba-
THIBAIOIIIETO TOPMOH-aKTUBATOP AESITEIbBHOCTU Y-Opra-
Ha (Aiken, 1969).

HarnsigHast v moHsiTHast Mofie)ib DifKeHa TeM He Me-
Hee He OOBSCHSIET MHOTHE BaXKHBIC COOBITHS M (DAKTHI
W3 XXU3HEHHOTO 1IUKJIA IeCITUHOTUX pakoB. M3BecTHO,
YTO MOJIOAbIE OCOOM U caMIlbl TTPECHOBOAHBIX PAKOB,
HanpuMmep Astacus astacus L., B yMEpEHHbBIX 1IMPOTaX
EBpazuy JUHSIOT IBaXIbl B TEUEHUE OJHOTO Ce30Ha
(Anekcees, 1989).

B Goitee TermoM CcyOTpOITMYSCKOM U TPOITMYECKOM
KJIMMAaTe 3TU XKe WA POJACTBEHHBIE UM BUIbI IIPOXOISIT
yepe3 Tpu-deThipe TuHBKU (Little, 1968). B skcriepu-
MEHTaX C yJaJIeHWEM [JIa3HbIX CTeOETbKOB — TOPMO-
HAJIbHBIX LIGHTPOB PETYJISILIMNA CE30HHOCTBIO Pa3BUTHSI,
BBITIOJTHEHHBIX Ha MOMYJISIIUSIX IeKaIlo U3 BbICOKMX U
YMEPEHHBIX IIMPOT, YaCTOTa JIMHEK Yy CAMOK TOX€e BO3-
pacTaia oT ogHOI 10 ABYX-Tpex 3a rox (Westin, Gydemo,
1986). Hakomerr, 3ta Momellb He OOBSICHSIET (haKTHI CY-
11I6CTBOBaHUS y PaKOOOpa3HbIX, OOUTAIOIIUX B JIUIIIEH-
HBIX CBETa Tellepax, TPeXMECSIYHOTo pUTMa MPOAyLI-
pOBaHUsI KAN30HA — TOPMOHA JIMHBKU, aCCOLIMUPYMO-
o DUKEHOM CO CTUMYJISITOPOM SKIM3KCA.

AHaJlu3 NpoTHUBOpeYallMX MOoAeIN DiikeHa (paKToB
MO3BOJIMJI HaM TIPENOJIOXKUTh, YUTO TOPMOHbBI-aHTaro-
auctel MIH 1 MSH pasznuyarorcst He TOJIBKO 1o (ase,
HO 1 IO YaCTOTe pUTMa UX 3KCKpelnu (Anekcees, 1989).
Hccnenyst 3uMHIOI0 nuanaysy y A. astacus, B YaCTHOCTHU
JIbIXaHWE, TMTaHUE, TTOBEIEHUE U IPYTHe OCOOEHHOCTH
bu3MOoNI0rMY, MBI TIPEIJIOXKUIA UHYIO MOJIETb B3aUMO-
JIEVICTBUSI TOPMOHOB Y JIECITUHOTHX PaKoOOpa3HbIX B
TeyeHue ce3oHa. CorylacHo eid, Kak 1 'y DiikeHa, rop-
MOH-WHIMOUTOP UMEET MepUo aKTUBHOCTH IJTATE/Ib-
HOCTBIO B O/IUH TO/l C MAKCMMYMOM B JieKabpe U MUHU-
MYMOM B UIOHE, T.€. C pPUTMOM, OOpaTHBIM Xo1y (poTorie-
puona. [OpMOH-akTUBATOp BBIIEISIETCS C  TIEPU-

OIUYHOCTH TPU Mecslia ¢ MaKCMMyMaMU TUTpa B Mae,
aBrycre, HoOsIOpe U (heBpase.

B ynpaBneHuyn JTMHBKONM M Auariay30ii IOJI0OBO3pe-
JIBIX CaMOK y4YacCTBYET €Ille OJWH T'OPMOH-aHTarOHUCT
9KIM3MUCa, NEWCTBYIOLIMI B MpOLIeCCe Pa3sMHOXKEHUS
(Carlisle, 1957; Bliss, 1966). Dta aganrauus CBsI3aHa C
HEOOXOIUMOCTBIO CaMKM 3MMOI M YaCTUYHO BECHOM
BBIHAIIIMBATh NPUKPEIUICHHBIC K MTaHLIMPIO Pa3BHBalO-
1mecs siiilia 1 paHHIO MoJIoAb. B HameM ciydae 310
JIEVCTBHE TOPMOHA, BBIIEJISIEMOIO MOTOMCTBOM, ITOMd-
TBEPKIaJI0Ch UCKYCCTBEHHBIM JIUILIEHUEM OILJIOIOTBO-
PEHHBIX CAMOK MKPBI, YTO IIPUBOIMIO MX (PHU3UOIOTH-
YECKUI CTATyC K COCTOSIHUIO CaMIIOB U ITPEPhIBAJIO 1A~
ray3y OJHOBPEMEHHO C HMMHU, B KOHIe deBpais. Y
TaKMX CaMOK MOBHIIIAJIOCH ITOTpeOJIeHre KUCIIopoaa, 1
OHM HAaYMHAaJIM MATAThCS TaK Xe, KaK 1 caMilbl. CaMKu,
COXpaHUBIIIME STAIIA, TIPOAOJIKAIM HAXOAUTCS B IMara-
y3e 1 MMEJIA B 3TO K€ BpeMsl BTpoe boJiee HU3KUIA yPO-
BEHb OOILIETO MeTaboJM3Ma Kak 110 ITOTPeOJICHUIO KIC-
JiopoJia, TaK ¥ Mo aKTUBHOCTY (pepMeHTOB 1rKJ1a Kpeo-
ca (cyKUMHaTaeruaporeHassl) (Anekcees, 1989).

BzaumoneiictBue tpex ropmoHnos (MIH, MSH u
TOPMOHA pa3MHOXEHUS) OOBSICHSIET TIPAKTUUECKU BCe
CcOOBITHS (PEHOJIOTMYECKOTO psiia AECITUHOIMX PAKOB
KaK B YMEPEHHOM KJIMMAaTe, Iie aKTUBHOCTb TOPMOHA-
WHIMOUTOpa HanboJiee BhIpakeHa, TaK U B HU3KUX 111 -
portax, rue ¢akTop CE30HHOCTU TepsIeT CBOIO aKTyallb-
HocTb. I[Ipexxne Bcero 3To OOBSICHSICT HAIMYME ABYX JIN-
HEK B Mae 1 aBrycTe y cCaMIlIOB U HEITOJIOBO3PEIbIX ca-
MOK, KOTOpBEIE OOYCJIOBJIEHBI IBYMsI ITMKAMM aKTHB-
HOCTH TOPMOHa-aKTHBaTopa Ha (poHE IOHIZKEHHOTO
TUTpa TOPMOHA-UHIMOUTOpPA (C MapTa IT0 CEHTSIOPb, KO-
I1a IUTMHA JHS IPEeBhIIIaeT TEMHOBYIO (da3y CyToOK). [IBa
Ipyrux mrkKa aktuBHoctTh MSH B okTsbpe m Mapre
(C TIPOTUBOITONIOXKHBIM COOTHOIIIEHWEM CBETOBON U
TEMHOBOI1 (ha3 (POTOIIepHrO/Ia) yKe ITOIABIISTIOTCS BICO-
kM TuTpoM MIH, 1 TMHBKY Y pakoB HE IIPOMCXOINT.
Tem He MeHee, TTO-BUAUMOMY, UX TTPOTUBOACHCTBUE Ha
M1Kax BbIOpOCa TOPMOHa-aKTHBATOPa TaKXKe yJacTBYeT
B IPYIMX COOBITUSX KM3HEHHOTO LIMKIIA AeKarmon. B
YaCTHOCTH, Ha 3TU NEPUOAbI TIPUXOAUTCS KOMYJISLIS
paKkoB (KOHELl OCEHU) U BbIXOJ U3 Auariay3bl CaMIIOB U
CaMOK, JIMIIIEHHBIX MKPbI (PaHHSISI BECHA).

B otyinuurie oT caM110B caMKM C TIOTOMCTBOM UMEIOT
TOJIBKO OAVH IIepUO[I IMHBKM B aBryCTe U MX Auaray3a
JUTATCSI TOJIbIIIe, TOYTH 10 MioHs. Kak yxke 00cyXnaoch
BBIIIIE, 3TO OOBSICHSIETCS IEMCTBUEM JAOMOJTHUTEILHOTO
¢rakTOpa — TOPMOHA, BHIIEISIEMOTO SIAIIAMM, YTO 3aIlM-
IIIaeT ITIOTOMCTBO OT IIPEKAEBPEMEHHOTIO OTACICHUS OT
MaTepu.

Hamra monmenb Takke OOBSICHSIET MHOTOOOpa3HOE
yJgacTie KajeHmapHoro ¢akrtopa — doronepuoaa — B
YIpaBIeHUU CIOXKHBIM CE30HHBIM LIMKJIOM Y JeKarlof,
MPOIOJLKUTEIBHOCTD XKU3HU Y KOTOPBIX JOCTUTAET He-
CKOJIbKMX JIECSITKOB JIET U HYXIAETCs B YCTOMUYMBOM
BHEIIHEM JaTYuKe Ce30HHOro putMma. Kak yxke ykasbl-
BaJIOCh, CE30HHAsI IPUYPOYCHHOCTh IT0JIOBOIO CO3pEBa-
HUS JECATUHOTMX PAKOB IIPEACTaBIsIET COOOM MMaru-
HaJIbHYIO auariay3y. O0llee 4ucio TOPMOHOB, TaK WU
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WHaye BOBJICYEHHBIX B OCYIIECTBIICHUE PETIPOMYKTHB-
HOW (DYHKIIMY paKOOOpa3HBIX, OLIEHUBACTCS Pa3HBIMU
apropamu ot 1iectu (Skinner, 1985) no cemu (Bliss,
1966; Aiken, Waddy, 1981). B aT0 4riciio B ¢BsI3u ¢ aHTa-
TOHM3MOM ITIPOIIECCOB POCTa U PETTPOMYKIIMN BXOIAT U
TOPMOHBI, PETYIUPYIOIIUE JIMHBKY.

EcTtb enie Tpu ropmMoHa, crieuduyHbIe IS 1oJ1a 1
YIIPaBJISIONINE CIIEPMATOIEHE30M CAMIIOB 1 PA3BUTHEM
SIMIIETTPOAYLIMPYIOIIMX CTPYKTYp caMoK (Quackenbush,
1986). OcranbHBIE TOPMOHBI, CKOpPEe BCETO, U OMpee-
JIIOT CE30HHYK0 HEOTHOPOTHOCTH PEMpPOIyKTUBHOMI
¢yHKLUMM PaKOB, KaK 3TO elle B Hadane 1960-x rr 1mo-
crymmposain Orcy (Otsu, 1963).

[OHAMOVHTUOUPYIOIUIT  TOPMOH  IIPOU3BOIUTCS
KOMILJIEKCOM X-OpraHa M CHHYCHOI >KeJIe3bl, YTO HEOI-
HOKpaTHO 3KCIEePUMEHTAIBHO MOATBEPKAATIOCH yaasie-
HHUEM TJIa3HBIX CTeOETbKOB, pABHO KaK U BBEICHUEM UX
aKcTpakTa (Sarojini, Gyananth, 1985). [oHagocTUMYyH-
PYIOIIMIA TOPMOH, TTO-BUANMOMY, UMEET TaKKe Heipo-
CEKpETOPHYIO TIpupoay. BBeneHne sKkcTpakToB MO3ra 1
TOpaKaJIbHbIX FAHTJIMEB MPEeCHOBOAHOI KpeBeTKe Mac-
robrachium lammeri TIpUBOINIIO K YCKOPEHHOMY pa3BU-
THIO SIMYHUKOB M ceMeHHMKOB (Sarojini, Gyananth,
1985). PesynsratoMm B3auMoOJEHCTBUSI MHTUOWPYIOILIETO
Y MHAYLPYIOILIETO TOPMOHOB, TTO-BUIMMOMY, SIBJISIETCS
M3MEHEHNE aKTUBHOCTY aHAPOTCHHEBIX KeJle3 ¢ MOCIIe-
JIYIOIIMM Pa3BUTHEM WJIU AeTpaJalifieil TOHaI, 4To IO/~
TBEPXKIIAaeTCsl SKCIEPUMEHTAMU C yIaJIeHUEM TJIa3HBIX
CTeOeNbKOB (HapylleHue 0ajJaHca TOPMOHOB) Y CAMIIOB
kpa6a Carcinus maenas (Demensy, 1958).

BriiieykazaHHble (DakThbl yJ4acTUsT IBYX TUIIOB TOpP-
MOHOB B (0OpPMHUPOBAHUM CE30HHOT'O 3aMEIJIEHUS POCTA
U Pa3MHOXEHUS JECITUHOTUX PAKOB B LIEJIOM COIJIacy-
IOTCSI C TPEX3NEMEHTHON NBYXYPOBEHHOU MOJETBIO
YIOPAaBJIEHUS JIJMYMHOYHOM U UMAarMHAJIBHOM Irariay3a-
MU HaceKoMbIx (Zaslavsky, 1988). B HacTosiiiee Bpemst
1O KpaHE MEpe TOPMOHBI HYDKHETO 3BEHA 3TOM MOJIe-
JIN - OKCUIKIU30H, KCAHTOYPHUHOBAsI KACJIOTA U METUII-
apHe30aT — oxapakTepu30BaHbl, yCTAHOBJIEHA UX POJIb
B (hopMHPOBaHNH M 3aBEPIICHUN OMOJIOTTYECKOTO T10-
KOs Y PAKOOOPAa3HBIX U psifia APYIUX OECIIO3BOHOUYHBIX
(cM. 0630pbl: Chang, 1984; Oehlmann, Schulte-Oehl-
mann, 2003).

JanbHeii1ee vccaenoBaHue 3TOM MpoOIeMBbl CBsI3a-
HO TPeKIe BCETO C BBIACICHUEM U TIOJTHOI XapaKTepu-
3alyei “CUTHAJIbHBIX HEHPOCEKPETOPHBIX TOPMOHOB,
OIHAKO BeChbMa BaXKHBIC Pe3YJIBTaThl MOTYT OBITh IOJTy-
YeHBI TAKKE U TIPU 9KCIIEPUMEHTAIILHBIX paboTax C yXKe
YCTAaHOBJIEHHBIMM TOPMOHAMM HVKHETO YPOBHSL. [1pu-
MEpPOM TAKUX UCCIIEIOBAHUIA SIBISTIOTCS PAOOTHI IO U3Y-
YEHUIO BIMSHUS I0BEHUJILHOTO TOPMOHA HACEKOMBIX 1
pa3paboTaHHbBIX Ha UX OCHOBE IECTULIMIOB (METOIIpeHa
W Jp.) Ha CMEHY TUITOB PA3MHOXXEHUST 1 THAYKIINIO MPO-
M3BOJICTBA CAMILIOB Y BETBMCTOYCHIX PAKOB M IPYT1X Oec-
no3BoHouHbIX (Laufer et al., 1993; Olmstead, LeBlanc,
2000, 2001; Oehlmann, Schulte-Oehlmann, 2003).
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MOJIEKYJIAPHO-TEHETUYECKUM
MEXAHW3M BUOJOI'MYECKOI'O I[TOKOA HA
IMPUMEPE HEMATOIDBI Caenorhabditis elegans

Kak yrmomuHaocs BbIlle, AUaray3a Uil uHbie pop-
MBI OMOJIOTMYECKOTO IIOKOSI, IIpeaHAa3HAYEHHOIO ISt
TNIepeKMBaHMUSI CE30HHOM HEYCTOMYMBOCTH CPENbl OOM-
TaHUsI, U3BECTHHI Y 3BOJIOLIMOHHO OYEeHb IIMPOKOTO
Kpyra OpraHu3MoOB: OT 0aKTEpUii 10 IIO3BOHOYHBIX K1~
BOTHBIX (cM. Ta0:1. 1). MHTEpecHO, YTO MpaKTUIEeCKU BO
BCEX MCCJIAOBAHHBIX C 3TUX MO3UIIMI TPYIax opra-
HU3MOB JIMIUPYIOLIYI0 POJb B (DYHKIIMOHMPOBAHUM
OMOJIOTMYECKMX YacOB CE30HHOIO MacIiuTada WrpaeT
¢oronepuron, MHGOpMaLMs 0 KOTOPOM CITOCOOHA Jaxke
rnepenaaBaThCsl B psiLy TMTOKOJIEHU ITyTeM MaTepUHCKOTO
addekra (Alekseev, Lampert, 2001). bronusr (Bunning,
1936) GBI MEPBLIM, KTO MPEJIOXUI UCIIOIb30BaTh (ho-
TOTICPHUOANYSCKYIO PEaKlInIo IS ONMUcaHusl OUOJIOTH-
YeCcKUX 4acoB y pactenuii. Jlanumnesckuii (1961) — oc-
HOBaTe/Ib MEXIyHApOIHOM IIKOJIBI (poTorepruoan3Ma
0eCIO3BOHOYHBIX — PACIIPOCTPaHWII 3TY UACHO Ha OOJTb-
IIIMHCTBO >KUBBIX CYIIIECTB 1 Ha3BaJl €€ OMHOI M3 CAMBIX
VHTPUTYIOIINX TIPOOJEM BSKOJOTUM U (PUBHOJIOTHUH.
LenTpanbHoit uaeeit doronepuonusma SIBISIETCS TO,
YTO OPraHMU3MBI CITOCOOHBI BOCIIPUHUMATD U aIeKBATHO
MHTEPIIPETUPOBATh M3MEHEHUE CYTOYHOU IIePUOINYI-
HOCTU OCBEILICHUS JIJISI OPUEHTALIUY B CE30HHOM Heo-
HOPOTHOCTH Cpeabl oouTaHmsi. MccienoBaHe TopMo-
HaJIbHOM OCHOBBI (DOTOITEpUOA3MA 1 IIPUBEJIO K pop-
MUPOBAHUIO COBPEMEHHBIX MNPEIACTABICHUIA O JIBYX-
YPOBHEBOM MEXaHM3ME BOCHPUSITHS U pealn3allii ce-
30HHOM MHGOopMaLIUK Y 6ecno3BOHOYHEIX (Otsu, 1963;
Novak, 1966; Zaslavsky, 1988).

HanbHelilee n3ydyeHue (oTonepuoan3Ma CBsI3aHO
CO CJIEIYIOIIMM YPOBHEM YITpaBJIEHUS 3TOM CIIOXHOM
CHCTEMOI BpeMEHOI OpMEHTALIMU KUBBIX CYILIECTB, a
VIMEHHO MOJIEKYJIIPHO-TEHETUYECKMM MEXaHU3MOM,
KOIMPYIOIIM CE30HHOE Pa3BUTHUE Y OECIO3BOHOYHBIX.
Ha cerogHsimHwmii J1eHb HEMHOTO M3BECTHO O MOJIEKY-
JIIPHBIX TpOLEcCaxX, BOBJICYEHHBIX B AuWariay3y, paBHO
KaK U O TeHaxX, KOAUPYIOIIUX MPOLECChl MHAYKIUU U
TEPMUHALIMM OMOJIOTMUYECKOTO TTOKOSI Y BOIHBIX Opra-
HusmoB (Tunnecliffe et al., 2005; Qiu, MacRae, 2007).
HazemHble GeCrioO3BOHOYHEBIE, TAKME KaK IIETKOIPSI,
MSICHasl Myxa ¥ B OCOOEHHOCTH KJIacCHMYeCKasl MOJE/b
MOJICKYJISIDHBIX MCCIEIOBAaHUI TTOYBEHHAsl Hemaroaa
Caenorhabditis elegans, idydeHbl HaMHoTO Jyuiiie (Crag,
Delinger, 2000; Gerisch, Antebi, 2004). YautsiBast Heco-
MHEHHOE CXOICTBO MEXaHM3MOB OMOJIOTMYECKOrO I0-
KOsI Y IIMPOKOI0 Kpyra OpraHm3MoB, 0030p OCHOBHBIX
JTOCTVKEHUI MOJIEKYJISIPHOM TeHETUKHU B pacinpOBKe
TeHHOI 00yc/IoBIIeHHOCTU nuarnay3bl y C. elegans mipen-
CTaBJISIETCSI MIOJIE3HBIM U JIJIS1 UCCIIeAOBaTesIeii 3TOTO SIB-
JIEHUST Y BOOHBIX OPTaHU3MOB.

C. elegans, HECMOTPSI HA OTHOCUTEJIbHYIO TTPOCTOTY
opraHuzaluu (Tejo B3pocioi HeMaToIbl HACUUTHIBACT
okosio 1000 kyIeToK) 06amaeT XOpOIIO OpraHU30BaH-
HOUW 3HIOKPUHHON CHUCTEMOM, KOTOpas OIIPEAEIISIET
paHHee NMEPEKIIoYEHUE C IMYMHOYHOM CTaauu Ha ava-
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nay3y (daura-form) wim penpoayKTuBHbIN pocT (Cassa-
da, Russell, 1975). CinoxHas 1ienb (GU3NOIOTMIECKUX
COOBITUIT HAYMHAETCS C BOCTIPUSITUSI CUTHATLHOW WH-
¢dopmalM co CTOPOHBI Cpelibl OOUTAHUSI, UYTO TTPUBO-
JIUT B IBMXKEHUE KAacKaj CBSI3aHHBIX ¢ OMOJIOrMYeCKUM
rnokoeM reHoB. CpeloBble CUTHAJIbI BKJIIOUAIOT B Ce0s1
(bepOMOHBI  BBICOKOI TMOIMYJISLMOHHON TIJIOTHOCTH,
YXYILIEHUE YCJIOBUI TTUTAHUS 1 BBICOKYIO TEMIIEPATypy
(Golden, Riddle, 1984). JInunnHka, iepexos K ivarayse
HE3a/I0JIr0 JI0 TI0JIOBOTO CO3pEBaHUsI, CHIKAeT cOoO-
CTBEHHBII MeTab0IM3M 110 YPoBHS 5—30% OT HOPMBEI,
MpeKpalaer MUTaHue, YTo TO3BOJISIET el TTePeXKUTh He-
OJlaronpusITHBIE YCJIOBUSI C MaKCUMaIbHBIM BbDKUBa-
aueM. Ilocime TepmMmHaiMy guaray3bl, UISIIEHCS IO
MeHbIIIEl Mepe 2—3 Mec, IMYMHKYA BO30OHOBJISIIOT pa3-
BUTHE U TIPUCTYIAIOT K pa3MHOXeHuto. Kak BUIHO u3
CpaBHEHUSI, 110 OOJIBIIMHCTBY KOJMYECTBEHHbIX Mapa-
METPOB U (PH3NOJIOTUUECKOMY MPOSIBICHUIO IUariay3a y
C. elegans He oT/IMUaETCs OT TAKOBOM Y HACEKOMBIX U pa-
KOOOpa3HbIX (TaoII. 2).

HenaBHue ucciaenoBaHus TOKa3aiu, YTo auaraysa y
C. elegans conpoBoOXIaeTcsi U3MEHEHUEM 3KCITPECCUU
OCOOBIX I'PYIIN T'eHOB (daf) Ha TpeThbel TMIYMHOYHOM CTa-
. BeIoop Mexxny auarnay30ii U pa3BUTHUEM OTTpeIesIsi-
eTcsl IefCTBHEM KacKaia TEHOB U X MPOAYKTOB, B 4acT-
HOCTU TE€HOM daf-9, KomupyroluM OeJIOK ILIMTOXPOM
P450, KoTOpBbIii CBSI3aH CO CTEPOUIOTCHHOM TMIAPOKCHU-
J1a30i ¥ TeHOM daf- 12, onpenensioniiM IpPOr3BOICTBO
JUNOMUINYECKOTO TOPMOHa, OT KOTOPOTO B CBOIO OYe-
penb 3aBUCUT (DU3MOJOTUYECKUIT CTAaTyC OpraHusma
(Gerisch, Antebi, 2004).

ITpocrast Mozesb, ONMUCHIBaOIIAsT 3TOT ITPOIIECC, Ta-
koBa. [eH daf-9 npoayuypyetr ropMOH, peryJUupyomnii
9KCIIpeccuio TeHa daf- 12. I1poayKThl IOCIeTHETO OTBe-
4aloT 3a MEPEeKJIIoYeHWEe B Tape auaray3a-pernpomyk-
TUBHOE Pa3BUTHE U TIPOJOJIKUTEILHOCTD XXU3HU Opra-
HU3Ma. DTOT MePBUYHbBII TOPMOH, BO3MOXHO, SIBJISIETCS
creponioMm (Gerisch et al., 2001). Dkcripeccupyemblii B
MOTEHIMAIbHO SHAOKPUHHON TKaHU daf-9 siBasieTcs
LIEHTPAJIbHBIM areHTOM, KOTOPbIii KOHTpOJUpYeT (pu-
3UOJIOTMYECKNE UBMEHEHMST BCETO OpraHn3Ma U TaKuM
o0pa3oM orpenensieT Xu3HeHHbIn 1k C. elegans
(Gerisch, Antebi, 2004).

BoriOop MexTy pa3BUTUEM U Avanay30i TakxKe pery-
JINPYETCST MHCYJIMHOM, HEKOTOPBIMH CITeIT(ITIeCKIMI
rierrrrinamu (Transforming Growth Factor B, TGFp), a
TaKKe CEepOTOHUHEPTMUYECKMMM CUTHATAMM, PacIipo-
CTPAHSIIOLIMMHU BLIOPAaHHYIO MPOrpaMMy IO BCEMY
Tey, u3MeHsist ero pusnonornueckuii craryc (Finch,
Ruvkun, 2001). Mucynuu u 6enku TGFf cunresu-
pYIOTCSI B OTBET Ha CUTHAJIbl, BOCTIPUHSITBIE CEHCOP-
HbeIMU HevipoHamu (Li et al., 2003). CaenyeT HarmoM-
HUTh, YTO HETaBHO OOHApPYXEHHBIM Yy HACEKOMBIX
OOMOMKCHUH — HEWPOTOPMOH JIMYMHOYHOI Auarnay-
3Bl MIEJIKOBUYHOTO YepBs — SBIIETCS WHCYIMHOITO-
nooHbIM BeriecTBoM (Iwami, 2000).

[Mo-BuarMoMy, KOMILIEKC daf-reHOB B HEO1aronpu-
STHBIX YCIIOBUSIX OIIpeNelisieT Tepexon K Aauarayse, a
nientuabl TGFPB nHaktuBupytot daf-9 v daf- 12, o3Bo-

JIsIsT TIPOAOJDKATh perpomyKTuBHoe pasButue (Georgi
etal., 1990; da Graca et al., 2003). Ha Haim B3misia, 3TH
PE3YJIBTAaTHI TIO3BOJISIOT aCCOLIMMUPOBATh daf-TeHbl U UX
MOPOAYKTHl ¢ MHAYLVPYIOIIUM AUATiay3y IeKalloll rop-
MoHOM (MIH), KOTOphIii B TAKOM CJIydae MOXET OKa-
3aThCSl CXOMHBIM C UHCYJIMHOMOIOOHBIM OOMOMKCUHOM
HacekoMmbix. [lermrmunet TGFP, Bo3MoXHO, OKa3bIBaIOT
Ha C. elegans neyicTBue, MOAOOHOE AKTUBUPYIOIIEMY
TOpMOHY pakoobpa3Hbix MSH (Anekcees, 1989, 1990;
Aiken, 1969).

Ha 1mmpokom Kpyre opraHu3MOB TTOKa3aHO, YTO Ha-
psiy ¢ AUaray30il MTHCYJIMH TaKKe PEryJIMpyeT MpoLiec-
CBhI pOCTa TKaHEl U MPOIOJLKUTEIbHOCTD >ku3Hu (Tatar
etal., 2003). B a3ToM y4acTBYIOT y:Ke IpyTyie, He OICaH-
HbIE BBIIIIE Te€HBI, OTHOCSIIUECS, TEM HEe MEeHee, K 3TOM
XKe rpymne daf-reHoB. VHCyIMHOIIoOOOHbIE BelllecTBa
CTUMYJIUPYIOT TeH daf-2, KOTOPBIii B CBOIO OYepe/lb 3a-
MyCcKaeT KMHA3HbIM KacKajl U UWHAKTUBUPYET TIPOIYKT,
VYACTBYIOIIIMI B TPaHCKPUITIIMK TeHa daf-16 (Morris
etal., 1996; Pierce et al., 2001; Gerisch, Antebi, 2004).
DTO NPUBOIUT K LIUTOIIA3MATUYECKON MMMOOMITA3A-
1y daf-16, 1, XaK cJieICTBUE, XKUBOTHBIE MIEPEXOAIT K
3aBEPIICHUIO Pa3BUTHSI I PAa3MHOXKEHHIO, COTIPOBOXK/IA-
IOLLIEMYCST MEHBIIIEH TPOIOIKUTEIbHOCTbIO X13HU. B
aJIBTePHATUBHOM CLIEHAPWU TIPY HACTYIUIEHWU Heba-
TONPUSITHBIX YCJIOBUI YCTIEITHAS TPAHCKPUITLINS daf- 16
U peajiu3aliysl ero MPOAYKTOB ITPUBOAST K MOBBILLIEHUIO
CTPECCOYCTOMYMBOCTHY, AUariay3e 1 YIJTMHEHUIO CPOKa
xum3Hu (Henderson, Johnson 2001; Lee et al., 2001; Lin
et al., 2001; Gerisch, Antebi, 2004).

VIMeroTcsl CBUIIETENIBCTBA TOTO, YTO PELIENTOPhI KaK
WHCy/IMHa, Tak U rientunoB TGF nepenator curHaibl
Jajiee yepe3 HUCXOISIIME TTOTOKU BTOPUYHOM TOpMO-
HaJIbHOMN 3KCKpelrU, a TakxKe UTo daf-2 peryiupyet
JIyarnay3y ¥ Mpoao/DKUTEIBHOCTD XKU3HU CUCTEMHBIMU
curHanamu (Apfeld, Kenyon, 1998; Wolkow et al., 2000).

DTN pe3yJIBTaThl TTOATBEPXKIAIOT (PU3NOIOTMIECKIE
HaOJTIOCHYS, BBITIOJIHEHHBIC Ha paKOOOpa3HbIX M Hace-
KOMBIX, I COOTBETCTBYIOT OOCYKIEHHOMY BHIIIIE IBYX-
YPOBHEBOMY MEXaHU3MY TOPMOHAIBHON peryJIsiiuu
quanay3oii  wieHuctoHorux (Otsu, 1963; Zaslavsky,
1988). Ten daf-9 npousBoaut Liutoxpom P450 u yyacr-
BYET B IIPOIYKLIMHU CTEPOUIOB U (hepPMEHTOB, BOBJICUCH-
HBIX B KCEHOOMOTUYECKYIO JETOKCUKAIIUIO U OKUCIISIIO-
IIMX XXUPHBIE KUCTOTHI. OH, BO3MOXKHO, SIBJISICTCS TJ1aB-
HBbIM (DaKTOPOM TIEPBUYHOTO YPOBHSI TOPMOHAIIEHOTO
Mmexanm3Mma auanay3bl (Gerisch et al., 2001; Jia et al.,
2002). Kackan mpoueccoB Ha 3TOM YPOBHE IPOAYLIMPY-
€T TOPMOH, B CBOIO O4epeab aKTUBUPYIOIINIA TeH daf- 12,
CBSI3aHHBII C TIPOM3BOACTBOM BUTaMuHa D, Xopolio n3-
BECTHOT'O CBOMM YJacTUEM B MHAYKIIMU AManay3bl y KO-
JIOBpaTOK 1 Apyrux oecrio3BoHoYHbIX (Gilbert, Thomp-
son, 1968; Antebi et al., 2000).

MHoroe 13 yCTaHOBJIEHHOTO MOJIEKYJISIPHBIMU TeHE-
TUKaMU OBbUIO MOATBEPKACHO C TOMOILBIO 3KCITEpH-
MeHTOB Ha MyTaHTax C. elegans, KOTOpbIEe yTEPSUIN CIIO-
COOHOCTh aKTUBUPOBaTh IUTOXpoM P450 (daf-9) vnm,
HAIIPOTHUB, STAEPHBII PelIeNTOp, OTBETCTBEHHEI 3a IIPO-
JTYKIIWIO TUTIo(praeTndeckoro ropmona (daf- 12). Hyib-
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MYTaHTHI IO TeHYy daf-9 dhopMupoBaIn auanay3upyro-
IIYIO JIMUUHKY B JIFOOBIX YCJOBUSIX Y UIMEJTU TTPOIOJIKI-
TEJILHOCTh XXU3HU Ha ~25% 6oJbllle, 4eM HOpMaJIbHbIE
ocobu. HarpoTuB, Hy/Ib-MyTaHTHI 110 TeHy daf- 12 Tepsi-
JIM CITOCOOHOCTB K Jrariay3e 1 >KUIyd MeHbIIIe, YeM HOp-
MasibHbIe opraHu3Mabl (Gerisch et al., 2001). Btu Hab10-
JIeHUST TIOATBEPAWIN CBSI3b YKA3aHHbBIX TEHOB C TMaray-
3001 U TIPOIOJIKUTETbHOCTBIO SKU3HH.

He BBI3BIBaCT COMHEHMUI1, 4TO (PyHIAMEHTaJIbHbIC
OTKPBLITUSI MOJIEKYISIPHOI TE€HETUKU IIOCIEAHUX JIEeT
MPOJIMBAIOT HOBBIM CBET HAa TO, KAK UIMEHHO I'€HBI 1 Cpe-
JOBbIE (paKTOPHI BIUSIIOT HA 0a30BbIi1 META00IU3M, BbI-
0Op aJbTepHATUBBI pa3BUTHE-AMAIay3a 1 MHOTHE Ipy-
TUe Ce30HHbIe amarnTaiuu He Toibko y C. elegans, HO 1
MHOTUX APYTMX MHOTOKJIETOYHBIX OpraHu3MoB. B 0j1u-
Jaliliee BpeMsI CJIeAyeT OKMIATh MTOSIBIICHMS OOJIBIIIOrO
yucia padboT 0 HAXOXKIEHNU 1 (PyHKIIMOHAILHON PO
T€HOB IPYMITbI daf'y BOTHBIX XKMBOTHBIX, HAIToA00Me TeX,
4TO HEJABHO ObLIM OOHAPYKEHBI Y OICJIOMIHBIX KOJIO-
Bparok (Tunnecliffe et al., 2005). D1t nccaenoBaHus He-
COMHEHHO MpHBEAYT K 0oJiee NTyOOKOMY MTOHUMaHUIO
BHYTPEHHETO MeXaHn3Ma (hoToIeproa3Ma U OO0~
YeCKOrO ITOKOS Y BOIHBIX OPraHU3MOB.
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Physiological and Molecular Biological Mechanisms Underlying Diapause
in Aquatic Invertebrates
V. R. Alekseev

Zoological Institute, Russian Academy of Sciences,
Universitetskaya nab. 1, St. Petersburg, 199034 Russia
e-mail: valekseev@yahoo.com

Abstract—The review considers the published data, as well as its own, which demonstrate the abundance and
evolutionary conservation of the mechanism of diapause in invertebrates. The ecological reasons for the
emergence of diapause in life cycles of hydrobionts are analyzed. The specific physiological features of inver-
tebrate diapausing organisms and the hormonal control of diapause are briefed. The molecular genetic mech-
anism of diapause is demonstrated by the example of a model species, Caenorhabditis elegans. Recent funda-
mental discoveries in molecular genetics related to the joint effect of genes and environmental factors on the
basic metabolism, choice between the development—diapause alternative, and many other seasonal adapta-
tions in multicellular organisms are discussed. The near discovery of the functional role of daf'genes in hydro-
bionts is postulated. These studies will lead to a deeper understanding of the fine mechanism that underlies
photoperiodism and the wider application of diapause phenomenon in theory and practice.

Key words: hydrobionts, diapause, hormones, daf genes, C. elegans
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