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AHaIM3MPyeTCsl SBOJIOINST TEPMOSHEPTETUICCKUX CTATyCOB TTO3BOHOYHBIX JKMBOTHBIX M CBSI3aHHOE C
STHUM 3BOJIIOLIMOHHOE Pa3BUTHUE Y HUX Cephlid. AHAJIM3 OKA3bIBACT, YTO y OOJIBIIMHCTBA COBPEMEH-
HBIX JICIUA03aBPOB 1 Yeperiax cepiile He TMTOJTHOCThIO, YCIOBHO MSITMKAMEPHOE: B HEM JIBa TPeACepaus
U OIVH KeJyIoueK, B KOTOPOM JIB€ HEIOJHBIX MEPETOPOAKU Pa3NeIsIioT ero Ha TpU (PYHKIIMOHAIbHBIE
yacTh. Y HEKOTOPBIX U3 HUX B BBOJIIOLIMU 3TH JIBE MEPEroponkyu MonubUIIMPpOBaIUCh TaK, YTO IIpeBpa-
TUJIUCh B OHY C BEPTUKAJIbHBIMU M TOPU3OHTAIBLHBIMU 3JIEMEHTaMM, B PE3YJIbTaTe Yero Cepile CTajlo
(GYHKIIMOHAIBHO YeThIPEXKaMEPHBIM C YIYYIIEHHBIM pa3aeieHHeM ITOTOKOB apTepUallbHON W BEHO3-
HOI1 KpOBH. Y KPOKOIWJIOB Cepille MOJTHOCThIO MOopdoiornuecku yetbipexkamepHoe. Ho cepnma Bcex
PeNTWINIA, COBPEMEHHBIX M BBIMEPIINX, BEITIOTHSIOT TTApaJUIeIbHO IBE TTPOTUBOIIOIOXKHEIC (YHKIIUT —
paszneyieHue TTOTOKOB apTepHalbHOM M BEHO3HOI KPOBU M OMHOBPEMEHHO UX PETYINPYEMOE CMEIIH-
BaHwMe. JJIs 3TOro B X cepAllaX MMEIOTCS CIielIMaTbHbIe MOP(hOGMU3NOIOrMIecKe MeXaHn3MbI. Takas
cTpaHHas (yHKIIMOHAIbHASI TBOMCTBEHHOCTh B paboTe cepilla PENnTUINT WMEET 1IebI0 PeTYISIINIo
YPOBHSI MeTabo/M3Ma IIyTeM KOHTPOJISI Hall KOJIMYECTBOM YIJIEKMCIIOrO ra3a, IMOCTYIAIOLIEro B KPOBO-
TOK: yBennueHue koandectBa CO, B KPOBU CHUXKAET CKOPOCTh METa00JIM3Ma, YMEHbIIEHKE €ro KOJI1-
YyecTBa — YCKOPSIET METabOIU3M. Cwmemannas KPOBb B OOJIBIIIOM KPYTre KpOBOOOPAIIIEHUS Y PEITUINI
SIBJIIETCSI HE HEMOCTaTOUHO PAa3BUTHIM, IPUMUTUBHBIM COCTOSTHUEM, a (GDU3MOJIOTMUECKOI HEOOX0IMO-
cTh10. [IpryeM 3TOT crocod peryasiliuy CKOpoCTU MeTaboan3Ma Haubosiee aaeKkBaTeH UCXOAHOMY, TTPe-
KOBOMY TEPMOIHEPTeTUUYECKOMY COCTOSIHUIO PEIITUJINIA, ITOCKOJIbKY Oa3aJbHble Ha3eMHbIE TETPAIObI
7 OOJIBITMHCTBO IPEBHUX PENTWINNA OBUIM Me30- U JaXKe TaXMMETaOOJIMIESCKUMU, TO €CTh TTOUTH WIIN
ITOJTHOCTHIO TEINTOKPOBHBIMU — 3HAOTEPMHBIMU XXKUBOTHBIMU. VIMEHHO 3TUM SHIOTEPMHBIM JKUBOTHBIM
Obl1a HeoOXoMMMA Takasl PeTyIsiius MeTabou3mMa. B pesynbrare Bce COBpeMEHHBIE PENITIIMM UMEIOT
CIIOXXKHYIO0 MOP(HO(DU3NOIOTNIECKYIO OPTraHU3aIIIo Ceplia, KoTopas (GYHKIIMOHAIBHO 00JIee TOAXoauIa
HX TTIOYTH TeTUIOKPOBHBIM ITpeakaMm. CoBpeMeHHbBIC peNTUINU UCIIOIB3YIOT YaCTh MX IPEIKOBBIX CBOMCTB
B Ka4eCTBE afallTalliii K HOBBIM YCIOBUSM BHEITHE! Cpeabl, K HOBBIM 9KOJOTHMUECKNM TPeOOBaHMSIM U
K CBOeMY HOBOMY MOP(ho(dDU310I0TnIecKoMY COCTOsIHMIO. Takast yHUKaIbHas OpraHU3aLKsl cepLa xa-
paKTepHa JUIST BCeX COBPEMEHHBIX M BBIMEPIIMX PEIITIIIMI U, YTO BasKHO, UCKITIOUUTEIIBHO JJIT PETI TN
B CBSI3U C MX M3HAYAJIbHBIM HIOTEPMHBIM CTATyCOM.

Karouegoie crosa: TO3BOHOYHBIE XKUBOTHBIE, aHATOMUS M (DYHKIIMK CepIIlia, IBOIOIMS TEPMOIHEPTETH -
YECKUX CTAaTyCOB, CBSI3b MOpdosiornu u PyHKIMIA cepaiia penTinii
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BBEJEHUE

Kro takue pentunun? Ilpexne Bcero, roBops o
PeNTUINSIX, HEOOXOMUMO OMPENSTUThCS C TeM, Ka-
KMX >XKMBOTHBIX Mbl UMeeM B Buay. OO0beM Kiacca
PEeNTWINIA, KOTOPBII OoJiee WM MEHee OTYETIMBO
BBIJIEIEH BO MHOTMX HAYYHBIX KHUTAX 1 B OOJIbIIIMH-
CTBe Y4eOHBIX MOCOOMIi, HA cCaMOM JieJie BbI3bIBAeT
MHOXECTBO BOINPOCOB. MHOTME y4yeHble BIIOJHE
00OCHOBAaHHO BBICKA3bIBAlOT MHEHHE O TOM, UTO
KJacca penTUIM KaK CUCTeMaTUYECKON KaTero-
pur BOOOILIE HE CYILECTBYET, MOCKOJbKY B KJjacc

penTuanii (HbIHE XMBYIIMX) II0 COBPEMEHHBIM
MPEICTABICHUSIM BXOOSAT MMEIOIINE CIIMIIKOM 1a-
JIeKoe (PUIOTEHEeTUYECKOE POIACTBO IPYIIIIBI I03BO-
HOYHBIX XXMBOTHBIX. Tak, cCOBpeMeHHEBIe Yelnyifua-
Thie (KJIIOBOTOJIOBBIE, SIIEPUILIBI U 3MEU) M KPOKOIY -
JIbl — pa3Hble BeTBU pa3BuTus auaricup (Diaspora):
yelryiiyaTele — 3T0 Jenuao3aBpbl (Lepidosauria),
a KpOKomWIbl — apxo3aBpbl (Archosauria). C mo-
HUMaHUEM TIPOUCXOXICHUS 4Yepernax A0 CUX IOop
JaJIecko He BCE SICHO, HO YyXe ceiiuac O4YeBMIHO,
YTO 4Yepernaxy — Toxke muancuabl (Schoch, Sues,
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2015), xorg elmie He TaK JAaBHO MX CUMTAIM aHa-
TcUIaMu.

Hcxons u3 penraeMblXx HAMM 3amgad, HaMm Ooliee
Bcero 6m3Ka u noaxoaut nozunus JI.I1. TatapuHo-
Ba, KOTOPHIiA, TPUHUMAsI IS TO3BOHOYHBIX YKUBOT-
HBIX MPUHLIMIT TOPU3OHTAILHOU KjacCU(UKALIUU
(Tatapunos, 2009), cuuTtan penTWIMSIMUA HE TOJb-
KO COOCTBEHHO PENTWIMI, HO W MapapenTwinii, u
TepoMOpP(dOB U, C HEKOTOPLIM COMHEHUEM, CEMY-
puamopdoB. “Apxo3aBpbl U TepoOMOp(PHI — BaXK-
Helilve B (UJIOTeHETUYECKOM OTHOILIEHUM ITOMI-
KJ1accel pentuwiunii”, — nucai o (Tatapunos, 2009,
c. 324).

TpaguMOHHO CUMTAETCs, YTO PENTUINU — XO-
JIOMHOKPOBHBIE (ITOMKWIOTePpMHBIE, SKTOTEPMHEIE,
OpanumeTaboIMYecKre) TO3BOHOYHBIE. Y 00/b-
IIIMHCTBA U3 HUX TPEXKAMEPHOE CEPALIE: B HEM JBa
npencepaus U OOWH XeJyooyeK, YaCTUYHO pasie-
JIECHHBIA HEIIOJHOM BEPTUKAJIBLHON WMIU TOPU3OH-
TaJIbHOI Meperoponkoit Ha nBe yactu. Kpome toro,
CUMTAETCH, YTO TEIIOKPOBHOCTb €CThb BhICIIEE, 00-
Jiee pa3BHUTOE, 00Jice 3BOJIOLMMOHHO MPOABUHYTOE
TePMOSHEPreTUYecKoe' COCTOsIHUE, M0 CPAaBHEHUIO
C XOJIOMHOKPOBHOCTBIO, a TaKXK€ YTO OAHO U3 OC-
HOBHBIX HAIIPAaBJCHUI SBOJIOLMU TTO3BOHOYHBIX
J)KMBOTHBIX BBIpaXaeTcsd B Pa3BUTUU OT XOJOMHO-
KPOBHOCTHU K TEIJIOKPOBHOCTH.

OpHako uccaeaoBaHUS TOCASIHUX TTPUMEPHO
10—15 neT ¢ Ucrmoab30BaHNEM HOBBIX TEXHUYECKNX
CpEICTB U METOIUK BHECIM MHOTO HOBOTO M HEOXKH -
JIAHHOT'O B Hallle MOHMMaHue OMOJOTUN ITOM TPyII-
bl MO3BOHOYHBIX XKUBOTHBIX.

TEPMOSHEPIETUYECKAA 5BOJIIOLIUA
IMO3BOHOYHbIX 2KMBOTHbIX

TpaguIIMOHHO MBI pa3meisseM IT03BOHOYHBIX
KMBOTHBIX I10 MX TE€PMOOMOJIOTMYECKHUM Xapak-
TepUCTUKAM Ha JBE TPYIIbI — XOJOOHO- U Te-
IUIOKPOBHBIE, KOTOPBIX MHOIAA, B COOTBETCTBUU
CO CMBICJIOBBIMU HIOAHCAMM, Ha3bIBaeM MONKUIIO-
TEPMHBIMUA ¥ TOMOMOTEPMHBIMH, SKTOTEPMHBIMU U
SHAOTEPMHBIMU, OpamTrMeTa00TINISCCKIMU W TaXU-
MeTaboJUUYeCKUMU. XOTs, MO0 CYyTH, UMEEM B BUIY
pasjejieHre Ha OMHU U Te e IPYIIIIbL.

! TepMo2HEpPreTHKa — BBEIECHHBI HAMU TEPMUH, KOTOPbIi
XapaKTepu3yeT eAWHbIM (YHKUMOHAJIBHBIH U Mopdo-
¢u3noNornyecKnii  KOMILIEKC ‘“‘TeMIeparypa—meTado-
Ju3M”. MHTeHCUBHOCTh MeTaboIM3Ma Hepa3pbIiBHO CBSI-
3aHa C TeMIepaTypoii Tena JKMBOTHOTO, U, CJIENOBATEIbHO,
MU3yvyaThb YPOBHU OOMEHa B OTPbIBE OT TeMIIepaTypbl He-
KOPPEKTHO, Ja U MPOCTO HEBO3MOXHO. bosiee TornyHbIit
TepPMUH “TepMoMeTab0IM3M” yxKe MPEOKKYITMPOBAH U 03-
HayaeT Ty 4acTb MeTabojM3Ma, KOoTopasi HalpaBjieHa Ha
TEpPMOTeHe3, U MO3TOMY MIJIs Halllero ciydvasi, K coxale-
HUIO, 3TOT TEPMUH HE MOXET OBbITh TPUMEHEH.
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Hamm mccnemoBaHusa M aHaIM3 OMYOJIMKOBaH-
HBIX MaTepuajoB IOKa3aJl, YTO 3BOJIOIMOHHBII
MPOLECC Y MO3BOHOYHBIX KMBOTHBIX B 3HAUMTEIIb-
HOIl CTelneHM 3aIlyCKaeTcsl, IIpoTeKaeT M HarpaB-
JISIETCS B pe3y/IbTaTe MPOsIBJICHUsI KOMILIEKCa KITIO-
YEBBIX OMOXMMMYECKUX U (PU3MOJIOTUICCKUX apo-
mopdozoB (Yepaun, 1988, 2017, 2021a, 20216),
CBSI3aHHBIX C pa3BUTHEM MX OTHOIIEHUI ¢ (haKTo-
pom temneparypsl (Uepnun, 2014, 2021a—r, 2022a,
20220, 2023, 2024a). Bt apomMopdo3bl BhIpaxKa-
JOTCSI B TOM, UTO B IIPOLIECCE SBOIIOLMN M3HAYAIb-
HO OpaauMeTabOoIUYeCKUX, DKTOTEPMHBIX PbIO Y
c(opMUPOBaABIINXCS HA UX O0a3e TepBbIx ampuodue-
MMOAOOHBIX TETPaIon — IEPBUYHBIX SKTOTEPMOB
(Yepmur, 2024a) — Ha oTmpeneleHHOM 3Talle uX
paszButug nnpumepHo 350—330 MJH eT Ha3aa pe3Ko
YCUJIAJIACh MHTEHCUBHOCTDb OKMCJICHUS B MUTOXOH-
NIpUSIX, BBIPOC OCHOBHOI1 OOMEH, a 3aTeM U TePMO-
MeTabo0IM3M U TTOBbICUIIACH TeMIlepaTypa Tena. Bu-
INMO, UMEHHO 01aromapsi TAKMM HOBBIM KaueCTBaM
Y 3TUX XMBOTHBIX CYIIECTBEHHO BBIPOCJIa 9HEPIro-
00eCreYeHHOCTh aKTUBHOCTH, OHM TTOJIyYMJIM BO3-
MOXKHOCTb BBITH Ha CYIIy U HayaTh €€ OCBauBaTh.
HpyrumMu cioBamMu, Y CaMbIX TEPBBIX Oa3albHBIX
Ha3eMHBIX TeTPaIoI ¢ CAMOTO MX 3BOJIIOIIMOHHOTO
MMOSIBIICHUSI, HAYMHAsI yXKe, KAK MUHUMYM, CO CTe-
rouedanoB Bo3pactoM 331—326 maH jet (Whitney
et al., 2022) u ceiimypuomopcdoB Bo3pacToM 290—
270 muta et (Estefa et al., 2020), ObUTH TTOBBITIICH-
HbIE YPOBHU OCHOBHOI'O OOMEHAa, TO eCTh Opamu-
MeTaboMuecKass 3KTOTEPMHSI UX IIPEIKOB CMe-
HUJaCh Y HUX ME30METAa0O0JMYECKON 3HIO0TEPMU-
eil. Tak mepBUUHBIE DKTOTEPMbI INPEBPATUINCH B
MMEPBUYHBIX DHIOTEPMOB, OMHOM M3 BaXKHBIX Xa-
PaKTepUCTUK KOTOPBIX OBbLIa, IOMHUMO IIPOYETO,
elle HeJI0CTaToOuHasl pa3BUTOCTb CUCTEM OIepaTUB-
HOUW HEHPOryMOpPaJIbHOM PEryJsiluu YPOBHEH Me-
Tabonm3Ma u Tepmomeradonmsma (Yepnun, 2024a).
A BCKOp€ y HUX IIPOU3OIILIO TTOBBIIICHUE TeMIIepa-
TYpHI Tejla, MOSBUIIACH ME30TEPMUST M JaxKe OIlpe-
nejaeHHas creneHb TertokpoBHocTy (Harrell et al.,
2016; Legendre et al., 2016; Benton, 2020; Grigg
et al., 2022). U st GasanpHBIE Ha3eMHBIE TETpa-
IMOABl MOCTETIEHHO 3BOJIOLMOHUPOBAIM B IIep-
BbIX aMHMOT, perntuauit (Yepaun, 2021a—r, 2022a,
20220).

B nanbHeiiliemM HekoTopasl 4yacTb 3ayporicui 1
CHHAIICUJT CaMOCTOSITEIbHO NaJli KJaabl Me30- U
TaxXUMeTa0O0INUECKNX, SHIOTEPMHBIX, MOUTU WU
IMOJIHOCTHIO TEIUIOKPOBHBIX KMBOTHBIX. DTO He-
3aBUCHUMOE TIOSIBJICHUE TEIUIOKPOBHOCTU B JBYX
OTIEJIbHBIX KJIalaX MO3BOHOYHBIX XMBOTHBIX CTa-
JIO BO3MOXHBIM, TTOCKOJBbKY Yy HUX BCEX MMEJIUCh
obmure onoxuMmudeckre M (pU3NOoJIOrnIecKre mpe-
aganTaluy K TPOSIBICHUIO 3HIOTEHHOIO TEepPMO-
reHesa (Yepaun, 2023, 2024a). Kpome Toro, y HuX
HUMEIOTCS O0IIe 3aKOHOMEPHOCTU 3BOIOLIMOHHOIO
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pa3BUTHS, TUKTYIOIINE HEOOXOMMMOCTh ITOBBIIIC-
HUSI U CTAaOWUJIM3ALIMU BBICOKOM TeMIepaTyphbl Tela
(Promun, 1940; Yepaun, 1990). Takumu me30- u
TaXUMETa00INYECKUMU, TO €CTh IIOYTHU TEILIOKPOB-
HBIMM XKUBOTHBIMU Ha ONPEICIICHHOM 3Tare 3BO-
JIIOLIMOHHOTO Pa3BUTHSI CTAJIN, TTOXOXKE, OOJIBIITNH-
CTBO AMAICKU]I — OOJIbIIAs YacTh apX03aBpoMop(oB
U apx03aBpOB — JMHO3aBPbl, KPOKOAUIOMOP(DHI
(Yepnun, 2021a, 20216).

Ho HekoTopasi yacTb mmaricua 3BOJIOLMOHU-
poBajla B TaXMMETaOOJUYECKUX, TOJHOCTbIO Te-
IUIOKPOBHEIX XMBOTHBIX — apXo3aBpoMOp(OB U
apxo3aBpOB — YacThb AMHO3aBPOB U KPOKOIMWIO-
MopdoB (Yepmun, 2021a, 20216), 3ayponrepu-
ruu (mae3uo3aBpbl), UXTUONTEPUTUU (MXTUO3aB-
pBl), a TakXKe 4YacTb JICIMMI03aBPOB, HampuMep
mo3azaBpbl (Bernard et al., 2010; Harrell et al.,
2016), ctanu “BTOPUYHO SHAOTEPMHBIMU” XKUBOT-
HBIMU.

Takumu xe, TOJbKO, BUAMMO, ellle Oojiee co-
BEePILICHHBIMU TaXUMETa0OJINUYECKUMU, TTOJTHOCTBIO
TEeTMJIOKPOBHBIMU “BTOPUYHO SHAOTEPMHBIMU KU~
BOTHBIMM CTaJId COBPEMEHHBIC ITULILI X MJICKOIIH-
TaloIMe, OIHA M3 BAXKHBIX XapaKTePUCTUK KOTO-
pPbIX — Pa3BUTOCTb CUCTEM OIlEPAaTUBHON HEpo-
TYMOpPAJIBHOI PEeryysilinid YPOBHEH MeTaboIM3Ma 1
tepmoMeTabonmama (YepnuH, 2024a).

Ho HekoTopast yacTh 3aypoIICUI U3 Pa3HbIX BO-
JIIOLIMOHHBIX BETBEH 110 pa3IMYHBIM MPUIMHAM
BHOBb Iepelnia K 6paguMeTadoInyeckKoil 3KToTep-
MWHU — KPOKOIWIIBI, JIEMUA03aBPHI (KIIFOBOTOJIOBEIE,
amepusl 1 3Men ), gepenaxu (YepmuH, 2024a). Bee
3TO — BTOpUYHbIe 3KTOTepMbI (UepnuH, 2024a). Ho
5Ta BTOPUYHASI SKTOTEPMMUS CYIIECTBEHHO OTJIMYa-
Jlach OT TIEPBUYHOM SKTOTEPMUU PbIO U Oa3albHBIX
ampuobuenonoOHbIX TeTpanoa. OCHOBHbIC OTIUYMS
CBSI3aHBI C TE€M, YTO IIEPBUYHbBIC 3KTOTEPMEI IIPU
CBO€li TpaHC(hOpMALMK BO BTOPUYHBIX IKTOTEp-
MOB IPOIUIM CTaIWI0 ME30META0O0JMYECKOUN Iep-
BUYHOI sHHoTepMuu (Yepaun, 2024a). bnarogaps
5TOMY B KAaY€CTBE OCHOBHBIX OTIMYMIA BTOPUUHOM
SKTOTEPMUHU OT TEPBUYHOM ClieqyeT OTMETUTh: 1)
MOSIBICHE Yy BTOPUYHBIX 3KTOTEPMOB IICHJIOTEP-
MMU?, 2) BTOPUYHBIE DKTOTEPMbI, B OTIMYME OT
MEePBUYHBIX, XaMUJIOTCPMHBIX’, IIOJIYYWJIU BO3-
MOKHOCTb TIOBBIIIATH M BbIIECPXKMBATh BBICOKHE
TEeMIIepaTypy Tejla U YpOBEeHb MeTadomM3Ma, 4TO-
OBl MCIIOJIb30BaTh UX JJIsl YJIy4lIeHUs] BaKHeWIuei

2 TlcuitoTepMust — TEPMOPETYIISIIIMOHHAS peaKlivsl, HallpaB-
JIGHHasl Ha TIEpUOIMYECKOE MM TTOCTOSIHHOE TTOBBIILICHUE
temrreparypsl Tena (Yepmun, 2021m).

3 XaMWIoTepMusi — TEPMOIHEPreTUIECKOe COCTOSIHUE, CTa-
TYC KMBOTHBIX, XapaKTepU3YIOIIMICS OTCYTCTBUEM Y HUX
peakIuy TICUIOTEPMHH, TO €CTh Y 9TUX XUBOTHBIX HET Ha-
MPaBJEHHOCTU Ha 00s513aTeIbHOE MOBBIIIIEHNE TeMIIepaTy-
pol Tena (Yepaun, 2021).

YEPJINH

SBOJTIOIMOHHO 3HAYMMO XapaKTePUCTUKH — Kade-
ctBa cBoeii aktusHoctu* (YepauH, 2024a, 202406).

MMOYEMY OCOBbI1 UHTEPEC BbI3bIBAET
CEPILUE UMEHHO V¥V PEIITUIINU

Yrto0nl onrcaTh 0COOEHHOCTU TEPMOIHEPTETU -
YECKOTO COCTOSIHUSI PeNnTWIWi, CcleayeT CHOBa
BCIIOMHUTb 00 00beMe TOI He CUCTEMATUYECKOU B
CTPOTOM CMBICJIE 3TOTO CJIOBA IPYMIle XXMUBOTHBIX,
KOTOPBIX MBI 00O3HauYaeM TEPMWHOM pPENTUINN
(puc. 1; oTMedeHBI Ha cxeMe OyKBoOIt “P”).

TpaIMLIMOHHO CUMTAETCSI, YTO B 3BOJIIOLMU IT0O-
3BOHOUYHBIX KMBOTHBIX IIUIO ITOCTETIICHHOE YCIIOX-
HeHre Mop(PoPU3NOIOTNIEeCKON OpraHnu3anum op-
raHv3Ma, B pe3yjbraTe 4ero penTUINM KaK IIpoMe-
JKYTOYHBII 3Tall 3TOTO Mpolecca JOJKHBI 00JIagaTh
HEKOTOPBIM II€PEXONHBIM HaO0OPOM XapaKTepUCTUK
MEXIY CPaBHUTEIBLHO IIPOCTO OPraHW30BAaHHBIMU
XOJIOMHOKPOBHBIMHU, 3KTOTCPMHBIMU aMPUOnsIMU
U yX€ HaMHOTro 0oJjiee CJI0XHO OpraHM30BaHHbI-
MM TEIJIOKPOBHBIMU, SHIOTCPMHBLIMUA NTULIAMUA U
MJIEKOIMTAOIMMMHI. M co3maBajioch BIieYaTIICHUE,
YTO JaHHBIE, MmoydeHHble paHee B XIX u XX BB. B
OCHOBHOM ITIpY M3y4eHHH Mopdosoruv u Gpusno-
JIOTUA COBPEMEHHBIX ITO3BOHOYHBIX KMBOTHBIX U
YaCTUYHO MpPHU U3YYEHUU aHATOMMU KOCTHBIX OKa-
MEHEJIOCTEM UX BBIMEPIINX MIPEIKOB, ITOATBEPXKIa-
10T TaKyI0 TOUYKY 3pEHUSI.

Ho nccinenoBanng Havaina XXI B. ¢ ucrnosib3oBa-
HUEM HOBBIX METOAMYECKUX MPUEMOB U TEXHHUYE-
CKMX CPEICTB Jajd MHOTO HEOXMIAHHBIX PE3YJib-
TaTOB, KOTOPBIC 3aCTaBJISIOT MOCMOTPETh Ha 3TOT
Mpoliecc HeECKOJIILKO NHaYe.

BobisicHu0Ch, YTO Ha caMoOM jejie PEeNnTWIUMU
MosSIBUIMCh Ha 3emiie U chOPMUPOBAIU BCE CBOU
BaxKHEHIITE KOMIIIEKCH MOP(hODU3NOIOTIIECKIX
XapaKTepPUCTUK KaK Me30MeTaboJIMYecKue, Me30-
TEpMHBIE, TICHJIOTEPMHBIE 3HIOTEPMbI HEMHOIMM
no3xe 300 MaH neT Hazan. Majo Toro, o coBpe-
MEHHBIM JaHHBIM, MOMABJISIONIEe OOJBIIMHCTBO
KUBIIMX KOrma-nbo Ha 3emiie PENTWIMU ObLIN
ME30- WJIM TaxuMeTa0OJIMYeCKUMU, IIePBUYHO
SHIOTEPMHBIMU, TO €CTh B Pa3HOI CTENEeHU TEILI0-
KPOBHBIMM XXMBOTHBIMH, 4 BOBCE HE XOJIOMHOKPOB-
HbIMM, OpaguMeTabdO0JIMYEeCKUMU SKTOTEpMaMU,

4 KauecTBO aKTMBHOCTU — BBEIEHHBIN HAMU TEPMUH, 000-
3HAYaIOIINN KOMITJIEKC XapaKTePUCTUK, TTPOSIBISIOIIMIACS
B YBEIMYEHUN CKOPOCTH, CKOOPIUHUPOBAHHOCTH M TOY-
HOCTU ABUXEHWI, MHTEHCUBHOCTU BHYTPEHHMX TpOIIieC-
COB B ONTUMU3ALIMY KU3HEACITSIBHOCTU 3a CUET pa3BU-
TUSI HEPBHOM CHCTEMBI, YCWJICHUSI SHeproodecrieueHHO-
CTU aKTUBHOCTU M XKU3HEAESTeTbHOCTH, B TOBBILIEHUU
BBIHOCJIMBOCTH, alanTabeIbHOCTA U Jp., KOTOPbIC AAIOT
JKMBOTHBIM CEJIEKTUBHbBIC TIPEMMYIIIECTBA B KOHKYPEHIIMU
C IIPYTMMM TPYIIITaMK KUBOTHBIX, CO3IAIOT TTPEITOCHITKI
MX BOJIIOLIMOHHOIO ycrexa.
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--------- — 3ayporicupl JKUBOTHBIX, CBA3aHHOE C UX METa0O0INYECKUM
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Puc. 1. YrpolieHHast cxeMa 3BOJTIOIUN TEPMOIHEPTETUYECKUX CTATYCOB Y TTO3BOHOUHBIX JKUBOTHBIX, MX OCHOBHBIX TT0OKa3aTelIei,
KOHKPETHBIX TPYII KUBOTHBIX, MOILIEAIINX MO Pa3HBIM IMYTSIM 3TOTO 3BOJIOILIMOHHOTO pa3BuTusd. bykBamu “P” Ha cxeme 000-
3HAYEHBI IPYIMITBI MO3BOHOYHBIX KUBOTHBIX, KOTOPbIE, B COOTBETCTBMU ¢ no3uumeit JI.I1. TarapuHoBa, mpeanosaraolieii ropym-
30HTAJIBHBII TUIT CUCTEMATUKH MTO3BOHOUHBIX (TaTapuHoB, 2009), MOTYT cUMTaThC PENTUIMAMU. YacTUIHOE HAJIOKEHUE CepPhIX
3JUIAIICOB, 0003HAYAIOINX (PHUIOreHeTUYECKUE TPYIIIIbI TO3BOHOYHBIX KMBOTHBIX, HA Y€PHBIE SJUIMIICHI, 0003HAYAIOLINE TEPMO-
DHEPTreTUYECKOE COCTOSTHHE, TOBOPUT O TOM, YTO 3TH (DUIOT€HETUYECKHE TPYIITbl MMEIOT JaHHBI TEPMOIHEPIeTUYECKUI CTaTyC.

Kak 00 ATOM HaIlMCaHO BO BCEX HAlIMX YYeOHMKaX.
TakoBbIMU, TO €CTh OPaAUMETAO0JINUECKUMU IKTO-
TepMaMi, ObUTW JINIITb HEMHOTHE caMmble ApPEBHUE
pentuauu (TepBUYHbIE SKTOTEPMbI) U €CTh ceiyac
BCE COBPEMEHHBIC PENITIIINU (BTOPUYHBIE SKTOTEP-
MbI). UMEHHO XOJIOMHOKPOBHOE COCTOSTHUE COBpe-
MEHHBIX PENTUINI BBEJIO B 3a0/1y>KIeHUE O TEPMO-
9HEPTETUYECKOM CTaTyCe 3TOM TPYIIIBI XUBOTHBIX
ncciaenonateneit XIX n XX BB.
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Pa3zHooOpa3Hble BapuaHThl BHAO0- U DKTOTEPM-
HBIX PEeNTUINN M MYTH WX 3BOJIIOLMU ITPOUIIIIO-
cTpupoBaHH Ha puc. 1. Ha HeM BumHO, 4TO BCE CO-
BpeMEHHbIe, OpaauMeTadoNIMyecKue, TCUIOTEPM-
HbI€, BTOPMYHO SKTOTEPMHEBIE PENTUINN — ITOTOM-
KM Me30- WM Jaxe TaxuMeTaOOoJIMYecKHX B pas-
HOIl CTeIleH!W TEIIOKPOBHBIX IipenkoB (YepnuH,
2021a—r). Takke CcOBEpIIEHHO OYEBMIHO W TO,
YTO KJIIOYEBOE 3BEHO, MCXOMHOE SIAPO 3BOJIOLIMU
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MO3BOHOYHBIX JXWBOTHBIX — TIpyMIla 0a3ajbHbIX
Ha3zeMHBIX TeTpanon. Ceifyac yxke MMEIOTCS BIIOJI-
He oIpe/ie/ieHHbIe CBEIEHUSI O TOM, YTO OHU C ca-
MOTO Hayajia CBOETO IOSIBJICHUS Y Pa3BUTUSI ObLIU
Me3oMeTabonnueckumu sHporepmamu (Whitney et
al., 2022; Estefa et al., 2020).

Ecnau ynpocTtuth 1 HEMHOTro MoaudUUIMpPOBAThH
MpUBEIECHHYIO Ha puc. 1 cxemy (puc. 2), TO MOX-
HO YBHIETh €Ill¢ ONHY BaXXKHYIO0 3aKOHOMEPHOCTb,
KOTOpasl TakKe He OTpaxkeHa B HaIlMX YYeOHMKaX:
SBOJIIOLIMSI TTO3BOHOYHBIX XKMBOTHBIX BOBCE HE Ha-
IIpaBJicHa OMHO3HAYHO Ha Pa3BUTHUE OT SKTOTEPMUM
K oHpotepmun. DyHKIMOHAIbHASI HampaBJCH-
HOCTb Ha pa3BUTHE SHIOTEPMUU MPOSIBISIETCS IT1a-
paJljIeIbHO B KjlamaxX CMHAIICU (MJIEKOITMTAIOIINE)
n 3ayporcun (ituisl). Ho ogHOBpeMeHHO ¢ 3TUM
cpeau 3ayporcui HaOJIoAaeTcsl 3BOJIOLMOHHOE
pa3BUTHE SKTOTepMUHM (BTOpUYHOI1). OueHb BaXKHO
IMOHUMAaTb, YTO IKTOTepPMUS — He 00Jiee IBOJIOIN-
OHHO ITPUMHUTUBHOE COCTOSTHUE, TIPEAIIECTBYIOIICE
SHIOTEPMUH, a CAMOCTOSITCILHOE 3BOJIIOIIMOHHOE
HaIlpaBJI€HUE OT MEPBUYHOM KO BTOPUYHOM 3KTO-
TepMUU, IapaJuIeJIbHOE PA3BUTHUIO SHIOTEPMUU.

Takum 00pa3oMm, B 3BOJIIOLUU TTO3BOHOYHBIX XK1 -
BOTHBIX PENTUJINU — MepBas, B JajibHeilleM O4eHb
pa3BuUTasl U 3BOJIIOLIMOHHO MEPCIIEKTUBHAS IpyIna
SHIOTEPMHBIX, ME30- WJIN JaxKe TaxuMeTabomye-
CKMX TICUJIOTEPMHBIX XMUBOTHBIX. Kak MBI yXe ro-
BOpMWIM, OpaguMeTadOJIMYeCKUMU SKTOTepMaMu
OBLTM CpeIn HUX TPYMITHI IEPBUYHBIX SKTOTEPMOB,
U UMM CTaJld B OCHOBHOM HauOoJiee MO3JIHUue, Co-
BpPEMEHHBbIE BTOPUYHO 3KTOTEPMHBIC PENTUIIUU.
CrenoBartebHO, 3BOMIOIIMOHHOE pa3BUTHE PEIITH-
JIMI TPOMCXOAUIIO B CBOEi Macce B cpele Me30- U

YEPJINH

TaXUMETa00JIMYECKUX TICUJIOTEPMHBIX S3HOOTCPMOB,
TO €CTb B pa3H0171 CTCIICHU TCIIJIOKPOBHBLIX 2KM-
BOTHBbIX.

B cootBeTcTBUU C 3TUM OOCTOSITEILCTBOM B 9BO-
JIIOLIMY TIO3BOHOYHBIX KMBOTHBIX ITPOMCXOOUIIO U
pa3BuTre MOp(hOdU3NOIOTUIECKON OpraHM3allnu
UX Ceplla, KOTOPOE CaMbIM HEIOCPENCTBEHHBIM
00pa3oM CBSI3aHO C UBMEHEHHUEM TEPMO3HEpPreThye-
CKOTIO CTaTyca >KMBOTHBIX. 3[eCh BaXXHO OTMETUTD,
YTO TOCKOJIBKY YK€ caMble paHHUEe, Oa3ajibHble
Ha3eMHblIe TeTpanoabl, TpaHCHOPMUPOBABLIKECS
B PeNTWINM, OKa3aJluCh Me30MeTa0OJIMIeCKUMU
MEePBUYHBIMUA SHAOTEPMaMU, TO 3TO OOCTOSITENIb-
CTBO TOCTaBUJIO Mepen BCEMU HUMM BaxKHEMIYIO
001IIyI0 IPO6IEMY — HEOOXOIMMOCTD PEryINpPOBaTh
M3HAYaJIbHO MOBBIIEHHBIN Y HUX YPOBEHb MeTa00-
nu3Ma. be3 2Toil peryasilium HEKOHTPOJIUPYEeMOe
MOBBIIIIEHNE METa00IM3Ma, CJICIOBATEIbHO, I TEPMO-
MeTaboarM3Ma, W TeMIlepaTypbl Teja IPUBEIO ObI
K (aTaJIbHBIM TOCJICACTBUSIM. A Y 3TUX IECPBUYHO
SHIOTEPMHBIX XKMBOTHBIX SIBHO €Ille He ObLIa pa3-
BUTA OllepaTUBHAas HeHpOryMopalibHasl Peryisius
MeTaboIM3Ma, KOTopasi He MOIJIa TIOSIBUTLCS Y HUX
OIHOBPEMEHHO CO CKayKooOpa3HbIM, apoMopd-
HBbIM ITTOBBILIEHUEM YPOBHEM MWTOXOHAPUAIBLHOTO
U obuiero metabonusma. Heobxogumo ObLIO 3aaeii-
CTBOBATh IIJISI 3TOI0 KAKOM-TO IPYTrOM MEXaHU3M pe-
T'YJISILIMA, KOTOPBIN yKe MMEJICS Y 3TUX KUBOTHBIX,
HO KCITOJIb30BAaJICS [JIST APYTUX LIeNeii.

B OpPraHMU3ME ITO3BOHOYHLIX KMBOTHLIX IMPUCYT-
CTBYCT cCJieayrouiasa (bl/IBI/IOJ'IOFI/I‘IeCKaH 3aKOHOMECP-
HOCTb: YBECIIMUECHUE KOJIMYCCTBA YIJICKHCJIOIO rasa
B KPOBOTOKE€ CHMXKACT YPOBCHDL MCTa6OJ'[I/I3Ma, a
YMCHBIICHHNEC €TI0 KOJIMYECTBA B KPOBU — ITOBLIIIIACT
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Puc. 2. COBpCMCHHBIC npeacTraBJICHUA 00 3BOJIIOILIMM MTO3BOHOYHBIX JKUBOTHBIX U 00 MX TEPMOSHEPTETUYCCKUX CTAaTyCax.
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[loBbImienne ypoBHS
MeTabom3Ma

CMeliaHHasi KPOBb

Bo3MOXHOCTD peryisimu
YPOBHS MeTaboIm3Ma

[ommxenne ypoBHs
MeTabom3Ma

Puc. 3. JIBa HanpaBieHus mposiBaeHUs DYHKIWI cepalia y penTUInii o OTHOIIEHUIO K apTepruaTbHOMY M BEHO3HOMY TTOTOKAM
KpOBU: CHUXeHMe KoHLeHTpauuu CO, B KpOBM YBEIMYMBAET YPOBEHb METab0aM3Ma, MOBbilleHHE YpoBHsA CO, — 3amenyiser

MeTa0O0JIN3M.

ypoBeHb MeTaboan3Ma. UMeHHO 3Ty yXKe NUMEIoNTy-
J0CSI 3aKOHOMEPHOCTh MCITOJIB3YIOT PENTUIMU IS
peryasiiuu MeTtadonausma. st 3Toro HeoOXOaAUMBbI
MeXaHU3MbI KOHTpoJisi Ham KoiaumdectBom CO, B
KPOBH WJIX, IPYTUMU CJIOBaMM, KOHTPOJIb Hal I0-
JIC BEeHO3HOM KPOBH, ITOIIAAAI0NIEi B KPOBOTOK.

Takum 06pa3zoM, UMEHHO Y PENTWINI UMEIOTCSI
JIBa TlapaJuleJIbHbIX, OJHOBPEMEHHO ACHCTBYIOIINX
U TIpU 3TOM (PYHKLIMOHAIBHO ITPOTUBOIIOIOXKHO Ha-
MpaBJICHHBIX MEXaHM3Ma B CEPIEeYHO-COCYIUCTOI
cucteme: 1) pazaeneHue MOTOKOB apTepUaIbHON U
BEHO3HOI KPOBU U 2) peryIupyeMoe CMEIIMBaHIE
9TUX NOTOKOB. CMBICII 3TOr0 MEXaHM3Ma — PEeryJsi-
Vs YpOBHS MeTabonm3Ma (puc. 3).

CrnenyeT OTMETUTb, UTO JJisI PbIO U amduoduii ¢
UX HU3KMMM YPOBHSIMU MeTa0OJM3Ma U OOHO3HAY-
HBIM, TTOJIHBIM WJIM TTOYTH ITOJTHBIM CMEIIMBaHUEM
IMOTOKOB OKCUTEHUPOBAHHOM 1 IEOKCUTEHUPOBAH-
HOI1 KpOBU B HEpasIeJIeHHOM KEIIyIO4YKe ABYX- U
TPEXKAMEPHOTO CEpPIIla KOHTPOJIb HAIl CTETIEHBIO
5TOr0 CMELIMBAHMSI IIPOCTO HeaKTyaleH. Y TeIlIo-
KPOBHBIX, TaxXMMETA0OJIMYCCKUX IITUL[ U MIIEKO-
MUTAIOIIUX C MX YeThIpEXKaMEPHBIM CepIlieM WU,
CJICMOBATEILHO, TMOJHBIM pa3ie/ieHUeM 3THUX JIBYX
IIOTOKOB, KOHTPOJIMPOBAaTh CMELIMBAaHUE ITPOCTO
OeCCMBICIIEHHO, ITOCKOJIBKY 3TOTO CMEIIMBAHUS BO-
00IIIEe HET.

Takum oOpa3oMm, UMEHHO ISl penNTUInit mIpoo-
JeMa CMEIIMBaHUS apTepUaIbHOM M BEHO3HOM
KPOBHU Y KOHTPOJISI HAJ CTENIEHbBIO 3TOTO CMEIIMBa-
HUS OKa3bIBAETCS HE MPOCTO aKTYAIbHOM, HO XXU3-
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HEHHO HEOOXOAUMON. DTO OOCTOATEILCTBO BbIIE-
JISET PENTUINIA U JeaeT UX CepaeUyHO-COCYIUCTYIO
CHCTEMY YHMKAJIBHOM CpeIMn BCEX OCTAIbHBIX IO-
3BOHOYHBIX.

MOP®ODPYHKIIMOHAJIbHOE
YCTPOUCTBO CEPILIA
YIJENNNAO3ABPOB 1 YHEPEITAX

MopdodyHKLIMOHATEHOE YCTPONCTBO cepala
HaIpPsIMYIO MOXXHO U3YYUTh TOJIBKO Y COBPEMEHHBIX
KUBOTHBIX. [109TOMY MOCMOTpHM, KaK YCTPOEHBI 1
paboTaloT cep/la y pa3IuuyHbIX IPYII HbIHE XXUBY-
IIMX TO3BOHOYHBIX.

VY xnaccuueckux OpagnuMeTadoInuYeCcKUX XKMBOT-
HBIX, TO €CTh Y IEPBUYHBIX 3KTOTEPMOB — PbIO M aM-
¢ubuii cepalie IByXKaMepHOE WK TpeXKaMepHoe, B
KOTOPOM KPOBb CMeIlIaHHAsI, B HEKOTOPBIX CIIydasix
C TIePBBIMUY MTPU3HAKAMU YACTUYHOI'O HE3HAUUTEIb-
HOTO paseneHus] MOTOKOB apTepuaibHONM U Be-
HO3HOI KpOBU. TakOBbI IBOSIKONBILIAIINE PBIOBI C
IMOYTH pa3eJeHHBIM HaIBOE MpeaceparueM U OTHUM
JKeJTyTOYKOM C HETTOJTHOI Tieperopoakoii B HeM (Jol-
lie, 1962; Ishimatsu, 2012) u ambubdbuuU ¢ AByMs pas-
NEJICHHBIMM TIPEACEPAUSIMU 1 OTHUM KEIyIOYKOM
CO MHOTMMM HEITOJIHBIMU IIePEeTOPOIKAMU, TIPETIST-
CTBYIOLIMMU CBOOOITHOMY, ITOJIHOMY CMEIIMBAHUIO
apTepuaJbHON M BeHO3HOUW KpoBM (I3ep:kmHCKMit
n 1p., 2013; Illaxmoponos, 2017).

Y coBpeMeHHBbIX JIETMA03aBPOB U Yepernax cepi-
1Ie UMEEeT CBOEOOpa3HyI0 CTPYKTYpY. ¥ OOJbIIMHCTBA
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Puc. 4. YrpouieHHast cxema yCTpOICTBa ceplla HEKOTOPBIX BUIOB PENTUINIA U KPOBOTOKA B HEM.

(a) — OOJBIIMHCTBO YelllyiiyaThiX, TyaTapbl U yepernaxu; (0) — mutoHsl (1mo: Jensen et al., 2014). Tpabekynbl B apTepuaibHoii (8) u
JierouHoit (12) KaMepax keJryno4yka y 00JIbIIMHCTBA YeIIyuaThIX U Yeperax, Ha CaMOM JIeJie, €CTh, HO Ha PUCYHKE OHU CTEPThI, UTO-
OBl HE MEIIAIU TIOHUMAaHMIO IeJICHUS JKeTyI0uKa Ha KaMepbl. YepHbIe TOHKHE CTPEIKU — IEOKCUTEHUPOBaHHAsI (BEHO3HAs ) KPOBb,
cephle IMPOKKE CTPEJIKM U YACTH CTPeIoK (B pucyHkax rmon HomepoM I u V) — okcureHupoBaHHas (aprepuayibHasi) KpoBb. | —
nepsas auacrona, I1 — nepsasi cucrosna, I11 — Bropast nuactona, IV — Bropas cucroja. 1 — npaBoe mnpeacepaue, 2 — JeBoe mpel-
cepaue, 3 — mpaBasi Iyra aopThl, 4 — JieBas [yra aopThl, 5 — JieroyHast aprepusi, 6 — OyIb00BUIHAS [IEPETOPOaKa, 7 — BEHO3HAs
KaMepa, 8§ — apTepuajibHas KaMepa, 9 — aTpMOBEHTPUKY/ISIpHBINA KianaH, 10 — BepTuKaibHas neperopoaka, 11 — MycKyJbHbIM
rpedeHb, 12 — jerouHast KaMmepa, 13 — IeOKCUreHUpoBaHHasl, BEHO3Has KpOBb, 14 — OKCUTeHUpPOBAHHAsI, apTepuaibHash KPOBb;
(B) — cxema ycTpoiicTBa U paboThl (PYHKIIMOHATBHO Y€THIPEXKaMEePHOTO cep/ila KOPOJIEeBCKOro muToHa Python regius (mo: Starck,
2009; Bogan, 2017). I — paHHss1 auacTofa. JleokcureHupoBaHHasi KpOBb MTOCTYIAET M3 MPaBOro Mpenceparsi B BEHO3HYIO KaMmepy.
HacwImeHHass KUCI0pomoM KpoBb MTOCTYITAeT U3 JIEBOTO MpPEACepAs B apTepralbHYI0 KaMepy. CTBOPKM aTPUOBEHTPUKYJISIPHBIX
KJIallaHOB TIEPEKPBIBAIOT BHYTPKETYIOUKOBBII KaHall, MpeIoTBpalas CMeIIeHne OKCUTEHUPOBAHHOM U IEOKCUTEHUPOBAHHOM
KpoBHu. I — mo3nHsist nuacrona. ATpMOBEHTPUKYJISIPHBIE KJIalaHbl 3aKPbIBAIOTCS, M HACBILLIEHHASI KUCJIOPOAOM KPOBb MTOCTYIIAET U3
BEHO3HO Kameph B JerouHyto. 11 — cucromna xemynoukos. JleokcureHMpoBaHHast KPOBb ITOCTYTAeT U3 JIETOYHOM KaMephbl HapyxKy
yepes JIETOYHYI0 apTepuio. HackllieHHas KUCI0pomoM KpOBb ITOCTYITAeT U3 apTepraTbHOI KaMephl Yepe3 BEHO3HYIO0 KaMepy U BbI-
XONIUT KakK yepe3 JeBylo, TaK 1 yepes3 MpaBylo aopThl. [1pu Takoii CTpyKType YCIOBHO MATUKAMEPHOE Cep/lie TMTOHOB OKa3bIBAETCs
He MOp(dOJIOTMUYeCKH, a GYHKIIMOHATBLHO YEThIPEXKAMEPHBIM.
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U3 HUX B XeJTyIOUKe MMEIOTCS IBE Iperpaibl, Ja-
cTYHO ((pyHKLUMOHAIBHO, HO HE MOJHOCTHIO MOP-
doJiornuecku) pasaesonie ero Ha Tpyu (PyHKIM-
OHAJIBHBIX KaMepbl — apTepUallbHYI0, BEHO3HYIO
u JeroyHyto (puc. 4a). Takum oOpa3oM, B LIEIOM
ceplilie Yy HUX CTAaHOBUTCS HE MOJHOCTHIO, YCIOBHO
MIATUKaAMEPHBIM. B HEKOTOpBIX ciaydasx Momudu-
Kalusl Meperopofok — UX YaCTUUYHOE COedMHEeHNe
WJIW CIMSIHUE — TTPOBOAUT K TOMY, UTO BMECTO JIByX
BO3HMKAET OJHA MEPEeropoaKa ¢ BEpTUKAIbHBIMU 1
TOPU30HTAbHBIMU KOMITOHEHTaMU, KOTopasl Tpe-
BpalllaeT UX He MOJHOCTBIO MITUKAMEPHOE CEPLe
B YCJIOBHO, (YHKIMOHAJIBHO YeThIpeXKaMepHOe
(puc. 40, B), B KOTOPOM pasjeieHue MOTOKOB apTe-
pUaTbHOM U BEHO3HOI KPOBM CTAHOBUTCS €Il He
OKOHYAaTEeIbHBIM, HO, TEM HEe MeHee, 00Jiee MOJTHBIM.

3aech BaXXHO 0OpaTUTh BHUMaHME Ha (PYHKIIM-
OHAJIbHYIO COCTABJISIOLIYIO OMMCAHHBIX BBIIIE Cep-
net. Jleno B ToM, 4yTo Ge3yciioBHAasI HEOOXOIUMOCTh
peryampoBaTh YPOBeHb MeTabOIM3Ma TIpekae Bce-
ro akTyajJbHa IJiI KUBOTHBIX, Y KOTOPHBIX YPOBEHb
MeTa0oJIM3Ma TMOBBIIIECH. DTO JIMIIb YACTUYHO OT-
HOCHUTCS K COBPEMEHHBIM PEIITWIMSIM: OHU TOJIBKO
MePUOINYECKH, Yallle BCETO B IIEPHOI aKTUBHOCTH,
MOBBIIIAIOT TEMIIEpaTypy TeJla 3a CYET MOCTYMalo-
LLIei U3BHE TEIUIOThI, B pe3yJIbTaTe Yero y HUX BO3-
pacTaeT ¥ UHTEHCUBHOCTh MeTabosm3ma. Ho Bpsin
JIM TaKasi CUTyallMsl MOXET CTaTb MPUYMHON Mac-
IITaOHBIX MOPMOPU3UOTOIMYECKUX TePECTPOeK
B cepllle U OPYyrux CUCTEMax OpraHoB, Bedb axe
HEKOTOphle aMuduu (HarmpuMmep, Kadbl C Cyxoi
KOXei) 3a cueT MpUTOKa BHEIIHEro Teruia Iepuo-
MIMYECKU MOBBIIIAIOT TEMIEpaTypy CBOETO Tejia A0
34°—-39° (Pearson, Brandford, 1976; Meek, Jolley,
2006), HO CTpPYKTypa MX cepaua Takas ke, Kak 1y
OCTaIbHBIX aM(UONii ¢ TOCTOTHHO HU3KUMU YPOB-
HSIMU TeMIlepaTypbl Telda U MeTaboau3sma. BmosHe
BEPOSITHO IMO3TOMY, MHOT'ME PEeNTUINM MOIJIU ObI,
cKopee Bcero, o00MTUCh HEMHOIO MOAMGUIIUPO-
BaHHBIMM TPeXKaMEepPHBIMU CepAllaMU, HECKOJbKO
CXOJHBIMMU C CEP/LIEM COBPEMEHHbIX aM(DUOUIA.

YToObI TIOHATH peabHYIO TIPUYNHY TTOSIBIICHUS
HE IIOJHOCTBIO IISITUKAMEPHOIO CepAlla MHOTMX
penTUInil, CTOUT, HABEPHO, 00PaTUTHCS K X 3BO-
JIIOLIMOHHOM ucTOpuU. Kak Mbl yXe YIOMUHAJIU,
MEPBbIC BBIIEAIIME Ha CyIly Oa3ajlbHble Ha3eM-
HbIE€ TETpanoibl, MPEBPATUBIIMECS BIOCIECACTBUU
B PENTUIINI, yKe ObUTH TI0 KpaifHell Mepe Me3oMe-
TabOJMYECKMMM, MEPBUYHO SHIOTEPMHBIMM XKHU-
BOTHBIMU. BMecTe ¢ TeM, pa3BUBILIeecs Ha UX 6aze
OrpOMHOE pa3HOOOpa3ue apxo3aBpoMop¢OB, apXxo-
3aBpOB, JICMUI03aBPOB, KPOKOIMIOMOP()OB, uepe-
nax v Ipyrux rpynn Ha4ynHaaoCb, BUIUMO, UMEHHO
C >KMBOTHBIX, OO0JagaBIIMX ITOBBILIEHHBIM YPOB-
HeM MeTabonusMa. 1 MMEHHO 1Sl HUX NEepBOCTe-
MEHHYIO0 aKTyaJlbHOCTh MPUOOPESIO HE MOJTHOCTHIO
MSITUKAMEPHOE CEplEe, KOTOPOE Pa3BUIOCh Y HUX

YCIIEXY COBPEMEHHOM BUOJIOTUU Tom 144 Ne 2 2024

209

Ha 0a3ze TPeXKaMepHOro C OOJIbIIUM KOJIUYECTBOM
HETIOJTHBIX MYCKYJIbHBIX U COCTUHMUTEIbHOTKAHBIX
CENT M KOTOPOE CTaJO CIIOCOOHBIM YaCTUYHO pa3-
NeJIATh TIOTOKY OKCUTEHUPOBAHHOM U JEOKCUTEHM -
POBaHHOW KPOBU M OTHOBPEMEHHO WX CMEIINBATh,
CMocoOCTBYsI TaAKUM OOpa30M PETYJSIMUA KOJnde-
crBa CO, B KpOBH.

Takum 06pa3oM, He MOJIHOCTBIO MSATHKaAMEPHOE
cepiiie Haubosee akTyaJlbHO, MPEXIe BCEro, s
ME30MeTabO0JIMYeCKMX TEPBUYHO SHIOTEPMHBIX
penTuauii. 1 ”MEHHO OT HUX 3TOT TUII CEpAlia Ie-
pelies K MX MoOTOMKaM — K COBPEMEHHBIM BTOPUYHO
9KTOTEPMHBIM OpaTuMeTaboTNnYeCKIM PETITUINSIM,
y KOTOPBIX TeMIIepaTypa Tejla i ypOBEHb METa00JIN3-
Ma IepUOAUYECKH, HO CYIIECTBEHHO ITOTHUMAIOT-
csl, B pe3y/IbTaTe 4ero OHM Ha BpeMsI IIpeBpalialoTcs
B Me30MeTabOINUEeCKMX BBICOKOTEMIIEPATYPHBIX
SKTOTEPMHBIX KUBOTHBIX. 1 MMEHHO B 3TOM IIe-
PHOOUYECKN ME30META00IMIECKOM M BBICOKOTEM-
ImepaTypHOM COCTOSIHUM TIITUKAMEpPHOE Cepare
0Ka3aJ0Ch BeCbMa MOJIE3HBIM U IJISI COBPEMEHHBIX
PENTUINIA.

Bo3MmoxHO paxe, 4TO Takoe IMsITUKaMEpHOe
cepale, MPUOOPETEeHHOE B TIpoliecce aganTalluu
K BBICOKMM YPOBHSIM TeMIlepaTypbl U MeTa0OJU3-
Ma, CTajo JJISl MEPBUYHO SHAOTEPMHBIX PENTUINA
TPUITEPOM [UJISI NAIBHEHILETO YCIIEIIHOTO OCBOE-
HUS CYILU, TTO3BOJMB UM CYILIECTBEHHO IMOBBICUTH
KayeCTBO aKTMBHOCTHU 3a CUET YIYUIIEHUs €€ IHep-
roo0ecIeYeHHOCTH U TIPOYMX IIPEUMYIIECTB, MOJIYy-
YeHHBIX OJlaromapsi BBICOKMM TeMIlepaType Teja u
YPOBHIO MeTabo0I13Ma.

MOP®ODPYHKIITMOHAJIbHOE
YCTPOUCTBO CEPILA Y KPOKOANJIOB

Y coBpeMeHHBIX KPOKOIWIOB CEPILIE ITOJTHOCTHIO
yeThIpexkamMepHoe. MOXHO ObLIO OBl OKMIATh, UTO
3Ta YeTHIPEXKaMEPHOCTh HAaIlpaBIeHa IIPEXIIe BCETO
Ha TO, YTOOBI KaK MOXHO 0oJjiee ITOJHO pa3aeauTh
MOTOKM apTepUabHOI M BeHO3HOU KpoBu. Ho Ha
caMoM Jiefie cuTyalus ¢ GyHKIUSIMUA X cepAlia Ha-
MHOTO CJIOXXHEE.

Ceityac yxxe COBEPIIEHHO OYEBUIHO, YTO MPea-
KaMU COBPEMEHHBIX KPOKOIUJIOB ObLIM Ha3eMHBIE,
XUIIHBIE, AKTUBHbBIE, ME30- Y TAXUMETAOOINIECKUE,
MPaKTUIECKU TeTUIOKpOBHbIE XXMBOTHBIE (Legendre
et al., 2016; Cubo et al., 2020; Faure-Brac, Cubo,
2020). 1 B 3TOM MX TEIUIOKPOBHOM COCTOSTHUM Ye-
TBIPEXKaMEPHOCTh cepala Obula Ui HUX Oe3alb-
TEPHATUBHO 00513aTEIbHOIA.

B nmanpHeliieM 3BOIOLMS KPOKOAUIOB MOIIa
M0 IIyTM OCBOEHUS CIelM(UUYECKON 3KOJ0ornuye-
CKOM HUIIIN: OKOJIOBOIHBIN 00pa3 XKU3HU, JINUTEIb-
HbIE 3aTaMBaHUS B MEJIKOU BOJE, YTOOBI CKPbIBATh-
Cd OT OITACHOCTEM, YTOOBI BECTU 3aCaAHYIO OXOTY,
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YEPJINH

Puc. 5. Cxema ycTpoiicTBa U pabOThl TOJIHOCTHIO MOP(OJIOrMUECKU YeThIpEXKaMepHOTO cepilia Kpokoauia (mo: Benton, 2020).
YepHble CTpeIKu — BEHO3Hasi KPOBb, CEpble — apTepHalibHasl. (a) — aHaTOMUs cepaua, (0) — UMPKYISLMS KPOBU Ha cyle, (B) —
LMPKYJISILMS KPOBU IIPU HBIPSIHUU. | — JleroyHast aptepusi, 2 — JeBasi Ayra aopThl, 3 — IpaBasi [yra aOpThl, 4 — MpaBblii XKeJy10ueK,

5 — JIeBBIit Xeaymouek, 6 — orBepcTrie [TaHUIIIIB.

YTOOBbI TOMUTH 100BIUY U T.II. JIpyrumu cioBaMu, y
HUX pa3BUBAJIMCh alalTallMy K JUIMTEIbHBIM IIepH-
ollaM arHo?, YTo TpeboBajIo IMEePUOIAUYECKU PE3KO-
ro ocjabyieHus MeTabosM3Ma Mo KpaitHeil Mmepe Ha
BpeMs 3THUX aITHO®, TO €CTh XM3HEHHO HEOOXOmU-
MO cTaJla peryisiiys ypoBHsI MeTaboau3Ma. A 3To,
€CTECTBEHHO, OTPA3WJIOCh Ha CTPYKType cepana. O6
5TOM — B CJIEAYIOIIEM pa3ee.

Takum o6pa3om, Bechb 00beM MH(pOpMaLUKU 00
SBOJTIOIUH TEPMOIHEPIETUYECKUX CTATYCOB B UCTO-
puu pa3BUTUSL KPOKOIWIOB, O MoOp(hodu3noio-
TMYECKUX W (PYHKIMOHAIBHBIX OCOOEHHOCTSIX MX
cepala CBUAETEIbCTBYET O TOM, UTO COBPEMEHHBIC

(a)

(©)

KPOKOIWJIBI — ITOTOMKHM ITPAKTHYECKU TEILIOKPOB-
HBIX MPEIKOB, Y1 OHM IOJYyYMJIM MMEHHO OT HMX
CBOE YEThIPEXKaMEPHOE Cepille KaK OpTraH ¢ aTaBU-
CTUYECKMMMU CBOMCTBAMM (puc. 5).

PET'YJIALUNA YPOBHA METABOJIN3MA

Ha puc. 6 moka3zaHa cxeMa HEKOTOPBIX BHYTpHU-
U BHECEepAEYHbIX MEXaHM3MOB, OOECIEeUYMBAIOIINX
CMeIIMBaHUE TTOTOKOB apTepUabHOIl M BEHO3HOM
KPOBU U PETY/ISALINIO CTEIICH! €€ CMEIINMBAHUS Y CO-
BPEMEHHBIX KPOKOJIMJIOB. ¥ HUX BHYTPUCEPASUHbBIN
IIYHT — 3TO oTBepcTre [1aHMIIbI MeXXay ITpaBoii 1

(®)

13

Puc. 6. CxeMa IIIyHTOB 1 KJIAITAHOB, 0OECIIEYNBAIOLINX CMEIITMBAHNE IBYX TTOTOKOB KPOBU M PETYJISIINIO CTETICHN €€ CMEIIMBAHMS,
y KpoKonuJioB. (a) — mo: Seymour et al., 2004; (6) — no: Boas, 1884; ITonexaes, LlIumkeBuu, 1891; [lImanbrayszen, 1947; (B) — mo:
Grigg et al., 2022. 1 — npaBoe nipesncepaue, 2 — JieBoe Tpeacepaue, 3 — rpanblii XKellyaouek, 4 — JIeBbIi XKeJlya1ouek, 5 — JierouHast
aprepusi, 6 — J1eBast ayra aopThl, 7 — IIpaBasi Iyra aOpThl, 8 — COHHbIE apTepHu, 9 — MEXKETyI0YKOBas rmeperoponka, 10 — mmepe-
MoHyaTas rneperoponaka, 11 — cnuHHast aopta, 12 — ypeBHas aprepusi, 13 — BHecepaeuHblii IIYHT, 14 — oTBepcTue I[MaHuuLbl (BHY-

TPUCEPIEYHBIH 1IYHT), 15 — 3yOuaThlii KianaH.
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JIEBOI AyraMu aopThl. ¥ HEKOTOPKIX TPYIIIT PEITTH-
JIMIA MMEETCS €Ie U KaHaJl, pacIlOJOXCHHBIA BHY-
TPU MUOKapaa M CBSI3bIBAIOIIMIA apTepUalbHYIO U
BeHO3HY10 KaMephl cepaua (Kargdong, 2012). ¥V Bcex
JIM TPYIIII €CTh TaKOI KaHaJjl, a €CId He Y BCeX, TO Y
KaKMX UMEHHO, eI1l¢ IIPEICTOUT BbISICHUTb.

Y KpOKOAuJI0B BO BXOAE B JIETOUHYIO apTEPUIO
pacnosioxkeH 3yoyatblii kjnanaH. C ero Imomoublo
KPOKOAWJIBI U3BMEHSIOT KOJIUYECTBO BEHO3HOI KpO-
BM, KOTOpasl IIoIaaeT B JIETOUHYI0 apTepuio. Kpome
TOTO, MPOMYCKas apTepUaIbHYIO KPOBb U3 MpPaBOi
YT aopThl yepe3 oTBepcThe IlaHMLUBI B JIEBYIO
YTy, KPOKOAMWJI PETYIUPYET KOJIMUYECTBO BEHO3HOM
KPOBHU, MONAMAIOIIEH CO CMEIIAHHOM KPOBBIO UEPE3
JIEBYIO IyTY B KPOBOTOK. Y APYIMX PErnTWIWi 3Ta
PEeryJsiLiys OCYIIECTBIISIETCS UBMEHEHUEM TTPOCBETA
CaMOM JIETOYHOM apTEepUM C IOMOIIBIO €€ IIaaKOK
myckynatypsl (Mopnanckuit, 2015).

SAKJTIOYEHUE

OnHoI M3 BaXXHEWIITNX, YHUKAIBHBIX (DYHKIIO-
HaJIbHBIX 0COOEHHOCTE cepell BCeX IpyIl perTu-
JIU, OTJIMYAIOIIIEH X OT OCTAJIbHBIX MTO3BOHOYHBIX
>KMBOTHBIX, SIBJIIETCSI TO, YTO B HUX OTHOBPEMEHHO
IIPOMCXOOUT YAaCTUYHOE pasdesieHHe IIOTOKOB ap-
TEPUAIBHON U BEHO3HOM KPOBU U MAPAJUIETBHO C
9TUM YacCTUYHOE, PEeryJupyeMoe UX CMellMBaHue.
MMeHHO 3Ta nBoiicTBeHHAss (PYHKIMS — OCHOBHOM
MEXaHM3M pPeryjsiiui YpOBHEH MeTadojm3Ma, Io-
CKOJIbKY YBEJIMYEHUE KOHLIEHTPALMU YIIIEKUCIOTO
raza B KpoBu (yBeJIMYEHUE JOJM BEHO3HON KpPOBU
B KPOBOTOKE) CHIXKAeT ypOBEHb MeTaboiM3Ma, a
YMEHbIIIEeHNe KOHIIEHTpAlluM YIJIEKUCIOTO Ta3a B
KpOBU (YMEHBbILIEHHUE 101 BEHO3HOI KPOBU B KPO-
BOTOKE) YCKOPSIET METa0O0IU3M.

Takum 06pa3oM, cMelIaHHAs KPOBb B KPOBOTOKE
pPeNTWIMI — 3TO HE HEAOCTATOYHO Pa3BUTOE, TIPU-
MUTHUBHOE COCTOsIHMe. Hamuue B cepalie y penrtu-
JIMI CIIeUaJIbBHBIX MOP(OIOTUUECKUX CTPYKTYP U
0COOBIX (PUBMONIOrMYECKUX PeaKLUid, CO3AAI0LINX
MEXaHU3MBbI PEryJIsiU J0JIM BEHO3HOI KPOBH, I10-
najarolleil B KpOBSIHOE PYCJI0, TO €CTh PeTyIsaLun
YPOBHSI MeTaboIM3Ma 3a CYET KOHTPOJIST Hajl KOJIU-
YECTBOM YIVIEKMCIIOTO Ta3a B KPOBU, TOBOPUT O TOM,
YTO MBI UMEEM JIeJIO ¢ (PU3UOJIOTUYECKO HEe0OX0-
JIMMOCTBIO, 3BOJIIOIIMOHHON HAIlpaBJIeHHOCTHIO Ha
pa3BUTHE BTOPUYHOI 3KTOTepMUHM. W BepIInHOM
9TOTO 3BOJIOLIMOHHOIO HAIpPaBIICHUST SIBJISIOTCS
COBpPEMEHHBIE PENTWINN.

Takoe perynupoBaHue YpOBHS MeTabOIM3Ma
OBUTO HanboJIee aKTyaTbHO TIPEXKIIE BCETo IS TIpe-
KOB COBPEMEHHBIX PENTUINI, KOTOPhIE B CBOEM
OOJIBIIMHCTBE ObUIM ME30- WU TaxumeTrabosauye-
CKMMMU, a BOBCE He OpagnMeTadboIMIYeCKUMU KBOT-
HBIMHU. TakuMm obpaszoMm, Mopdodusnororndyeckas
opraHu3alMs cepilla BCeX COBPEMEHHBIX TpYIII
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penTWINi B OOJIBIIOM CTEIEHU CBsI3aHA C MX 3BO-
JIIOLIMOHHOM, (puIoreHeTHuYecKol mcropueit. OHu
MOJYYWJIM ONpeneleHHbIE TUITbI CepAcLl, XapaKTep-
HBIX ¥ HauOoJiee aKTyaJIbHBIX IJisg (DM3UOJIOTUM U
9KOJIOTUU UX ME30METab0JIMYECKUX, SHIOTEPMHBIX
NpenkoB. Y COBPEMEHHbIX PENTWIMMN MpeIKOBbIE
TUIIBI CepAell BO MHOTOM M3MEHWIM CBOU (DYHKIIUU.
OTU XKUBOTHBIE UCITOJIb30BAJIM YACTh X ITPEAKOBBIX
CBOICTB B KaU€CTBE aIalTalluii K HOBBIM YCIIOBUSAM
BHEILIHEN cpefbl, K HOBBIM 3KOJOTMUYECKUM Tpeho-
BaHUSIM M K CBOEMY HOBOMY Mopdodusroaornie-
CKOMY COCTOSTHMIO.

Marepuanbl 3Toii CcTaTbU OBUIU JOJIOXKEHBI
27 Hosiops 2022 r. Ha Kadeape 300J0TMU MO3BO-
HOYHBIX XXMBOTHBIX B CIIOI'Y, 21 Hos6ps 2023 1. Ha
HayuyHoli koHpepeHuuu B I[TMH PAH (MockBa) u
6 nexabps 2023 1. Ha MexJIabopaTOPpHOM ceMUHape
B 3UH PAH (Cankr-IlerepOypr).

BIIATOJAPHOCTH

Bripaxkalo CBOIO MCKPEHHIOW 0J1arogapHOCTb
MmouM npy3bsiM HMropro OpeeBuuy bapcykoBy u
Hropio JleonnpoBuuy OKIITEIHY 32 aKTUBHOE 00-
CYKI€HUE TAaHHO HETIPOCTOMN TEMBI.

ONHAHCHUPOBAHUE

Hukakux g10noaHUTENbHBIX I'PaHTOB Ha IIPpOBE-
JC€HUEC WJIN PYKOBOACTBO JaHHBIM KOHKPETHBIM HC-
CJICJOBAHHEM ITOJIYYEHO HE ObLIIO.

COBJIOAEHME OTUYECKHWX CTAHOAPTOB

Hactosmiasg ctaTbs He COAEPXKUT COOCTBEHHBIX
UCCIECOOBAHUIM C y4aCTUEM JIIOAEH U >KMBOTHBIX B
KauecTBe JJabopaTOPHBIX OOBEKTOB U3yUEHMUSI.

KOH®JIMKT UHTEPECOB

ABTOp 3asBisIeT 00 OTCYTCTBUU KOH(JIMKTA UH-
TEepPECOB.
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The Unique Morphofunctional Structure of the Reptilian Heart
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The paper analyzes the evolution of the thermoenergetic statuses of vertebrates and the associated
evolutionary development of their heart. The analysis shows that in most modern lepidosaurs and turtles,
the heart is not completely, conditionally five-chambered: it has two atria and one ventricle, in which
two incomplete septas divide it into three functional chambers. In some of them, these two septas were
modified in evolution so that they turned into one with vertical and horizontal elements, as a result of
which the heart became functionally four-chambered, with improved separation of arterial and venous
blood flows. Crocodiles have a fully morphologically four-chambered heart. But the hearts of all reptiles,
both recent and extinct, perform two opposite functions in parallel — the separation of arterial and venous
blood flows and at the same time their regulated mixing. To do this, there are special morphological and
physiological mechanisms in their hearts. Such a strange functional duality in the work of the reptilian heart
aims to regulate the metabolism level by controlling the amount of carbon dioxide entering the blood flow:
increasing the amount of CO, in the blood flow reduces the metabolic rate, reducing its amount increase
metabolism. Mixed blood in reptiles’ blood flow is not an immature, primitive state, but a physiological
necessity. Moreover, this method of regulating of metabolic rate is most adequate to the initial, ancestral
thermoenergetic state in reptiles, because basal terrestrial tetrapods and most ancient reptiles were meso-
and even tachymetabolic, i.e. almost or completely warm-blooded, endothermic animals. It was just these
endothermic animals that needed such type of metabolism regulation. As a result, all recent reptiles have
a complex morphophysiological organization of the heart, which was functionally more suitable for their
almost warm-blooded ancestors. Recent reptiles use part of their ancestral properties as an adaptation to
new environmental conditions, new environmental requirements, and their new morphophysiological state.
This unique organization of the heart is characteristic of all modern and extinct reptiles, and, importantly,
it is characteristic exclusively for reptiles due to their original endothermic state.

Keywords: vertebrates, anatomy and functions of the heart, evolution of thermal energy status, the
relationship between the morphology and functions of the reptilian heart
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