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HMHTporpeccuBHasi THOpUIV3ALIMS TIPEACTABIISIET COO0i IMMPOKO PacCIpOCTpaHEHHOE SIBJICHUE B 3BOJIIO-
LIMM PACTEHMIA M XKUBOTHBIX. 3aKJIFOYEHUE O MEXBUIIOBOM MTOTOKE T€HOB YaCTO JICJIAIOT [P BHISIBJIEHUM HE-
COITIAaCOBAHHOCTHM MEXKIY TOTOJIOTUSIMM TeHHBIX IepeBbeB. OqHAKO OOHapy:KeHHOEe (DUIOTEHETHYECKOe
HECOOTBETCTBUE MOXKET ObITh BBI3BAHO U JIPYTMMU 3BOIOLIMOHHBIMU MIPOLIECCAMU, TAKUMU KaK HEeTOJTHAs
COPTUPOBKA JMHUI. B TakoM ciyyae oOHapykKeHHe M KOJWYECTBEHHAsI XapaKTepUCTUKA WHTPOTPEeCCUN
MPEACTaBJSIOTCS BeCbMa HeMpOCToit 3anaveit. B HacTosiieM 0630pe naHa KpaTkasi XapakTepUCTUKa OC-
HOBHBIX TIPOLIECCOB (TMOPUIN3ALIMY Y UHTPOTPECCUM, HETIOJIHON COPTUPOBKM JIMHUIT), KOTOPHIE OTBET-
CTBEHHBI 32 HECOINIACOBAHHOCTh MEXIY TOIOJOTMSIMU F'eHHbBIX AepeBbeB. O0O00IIEeHBI CBEICHMS O KJIACCH-
YeCKMNX (DUIIOTeHETUYECKUX U aHATUTUISCKUX METOIaX, TTO3BOJISTIONINX OTIPEACIISITh M OTJINYaTh THOPUIM -
3al[I0 U UHTPOTPECCUIO OT HEITOJIHOM COPTUPOBKU JTUHUI TTPU CpaBHEHUU (DUITOTCHETUYECKUX NePEBbEB,
ITOCTPOCHHBIX HA OCHOBE OTAEJBHBIX TeHETUYECKNX MapKepoB. PaccMOTpeHBI MeTOIbI, pa3paboTaHHBIC He
TOJIBKO JUISI OTIPEIeJICHUSI MAaTTePHOB MHTPOTPECCUM B IPUCYTCTBUU HETOJIHOM COPTUPOBKU JIUHUIA, HO U
IIJIST KOJTMYECTBEHHOM OLIEHKN 0OHapYyKeHHOM MHTPOTpecCHu (I0JIsI TeHETUYECKOTO CMEIlIeHHST, HarrpaB-
JIeHUE, BpeMsl), KpaTKO pacCMOTPEHBI MTPEUMYIIECTBA U METOAMYECKUE OTPAaHUYEHUS KaxKIOTro U3 HUX.
Takke paccMOTpPeHBI METONIBI (PMIIOTEHETUUECKHMX CeTeld, TIPEACTaBIISIONIecs HEOTheMJIIEMbIM MHCTPY-
MEHTOM JUISI PEKOHCTPYKLIMHU CIOXKHBIX 3BOIOLIMOHHBIX UCTOPUIA B TIPUCYTCTBUU PETUKYJISIPHBIX COOBITUIA

(rubpuan3anusi, THTPOTPECCUS U IPyTHE).

DOI: 10.31857/S0044459621060051

MHutporpeccuBHast rubpuausanus (introgressive
hybridization; Anderson, Hubricht, 1938), wiu nH-
Tporpeccus (introgression), IpeacTaBIsIeT COOOM IT0-
CTeTIeHHYI0 MH(MUJIbTPALIMIO T€eHOB OIHOIO BUIA B
TEHHEI ITyJI IPYroTro MyTeM MOBTOPHBIX BO3BPATHBIX
CKpelIBaHUil TMOPUIOB IEPBOTO WJIM ITOCIEIYIO-
IIUX TIOKOJICHU ¢ OMHUM WJIM OOOUMHM POIUTEb-
ckumu Bugamu (backrossing). CTOUT OTMETUTD, YTO
OTIEJbHBIE MCCIEOOBATENM HEPEIKO II0-pa3HOMY
TPaKTOBaJIW OJHU U T€ XK€ TePMUHbI, YTO CTAHOBHU-
JIOCh UICTOYHUKOM pa3HoIlacuii (Harpumep, Ander-
son, Hubricht, 1938; Anderson, 1949; Heiser, 1973).
Taxk, TepMUH “UHTpOrpeccust” HEPEIKO MOHUMAIU B
IIMPOKOM CMEICJIE, KAK OOMEH reHaMU MEXIY JIFOObI-
Mn 1uddepeHIIMPOBAHHBIMA TTOIYISIIUSIMA, He3a-
BUCUMO OT UX TaKCOHOMMYECKOTo paHra (Anderson,
1949; Schwenk, Spaak, 1995), u npumeHsIM Npu
onucaHuM pas3andHbix cooniTuii (Rieseberg, Wendel,
1993; Schwenk, Spaak, 1995). B ueioMm ¢eHOMEH UH-
TPOIPEeCCUU MOXKHO OIMCATh LIETIOUKOI MociemoBa-
TeNbHBIX COOBITHI. Tak, Ha TIEepBOM 3TaIle B XOIe Ha-

YyaJIbHOTO paccejieHUsl BUja BO3HUKAET HEOTHOPO/I -
HOCTh MEXIY €ro JOKAJbHBIMU IIONMYJSLUSIMU B
npeaenax apeana. BropuuHasi 3KCITaHCUST MOXKET
IIPUBECTU K KOHTAKTy MEXAY 3TUMU IOITYISLIUSIMU,
JUBEPIUPOBABIINMU BO BpeMs IJIUTEILHOI Teorpa-
drIecKou N30JIIUN (HaIpuMep, B IEpUOAHI OJieIe-
HEHU, Korma apeajbl aJalTUPOBAHHBIX K YMEPEH-
HBIM IIMPOTaM BUIOB YMEHbIIANINCh;, bopkuH, JIut-
BuHuYyK, 2013). Ecim MexXxmy KOHTaKTHUPYIOIIMMU
MOMYJISIHUSIMUA He BbIpaboTajach HaJexXHasi pernpo-
IYKTUBHAsT W30JISILIMSI, TO TaKue KOHTAKThl MOTJIU
MPUBOAUTh K TUOPUOM3ALMU, OTHUM U3 IIOCHEI-
CTBUiII KOTOPOI MOIJIa ObITb UHTPOTPECCUST OTIACTb-
HBIX YYACTKOB SAEPHOTO WM BCETO MUTOXOHIPUATIb-
HOTO reHOMa 4epe3 Cepulo BO3BPATHBIX CKpEIrBa-
HUM B monyJisiuuy poauteabckux BunoB (Peters et al.,
2007; Arnold, Martin, 2009). CinenyeT 100aBUTh, YTO
IMPOHUIIAEMOCTh BUIOBBIX TPAHULL PAa3IMYaACTCS IS
pa3HBIX yY4aCTKOB reHoMa. Tak, U3BECTHO, YTO y Op-
FaHU3MOB, XapaKTEPU3YIOIIUXCSI OOIBIITNM YPOBHEM
IUCIICPCUU TETEPOraMEeTHOTO I10J1a, MapKephl, CBSI-
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3aHHBIE C TOMOTaMEeTHBIM IT0JIOM (y MJICKOIIMTAIO-
mux — mutoxoHapuanbHasa JHK (MtAHK)) 3Hauu-
TEJILHO JIETYE MPEOI0JIEBAIOT MEXBUIOBEIE Oapbephl
(Petit, Excoffier, 2009). O6HapyXeHBbI CIy4au, KOraa
dopmocniennpuyeckrue  (MCXOMHBIC)  TarIOTHUITHI
MTIHK mojHOCThIO 3aMeIarTcsl 4y>KMMU TarioTh-
IIaMU IIPU OTCYTCTBUU UHTPOTPECCUH SIIECPHBIX TCHOB
(Nevado et al., 2009; Choleva et al., 2014). IIpoTuB uH-
TPOTPEeCCUM SIACPHBIX JIOKYCOB MOXET JIeiiCTBOBATh
BBIMETAIOIINIA OTOOP, ITOCKOJIbKY 3aMCTBOBAaHME Uy-
KEPOMHBIX SIIEPHBIX TEHOB MOXET BJIMSTH Ha 9KOJI0-
ru4eckue U Mop@hoJIorndecKrue 0COOEHHOCTHA OCOOEH
(bopkun, JIntBunuyk, 2013). Tem He MeHee ObLIM
0oOHapy:KeHBbI CJTy4au, CBUIETEIbCTBYIOIINE O ITIOTOKE
SIIEPHBIX TEHOB IIPU OTCYTCTBUM WHTPOTPECCUU
mTt/IHK (Di Candia, Routman, 2007).

MexBunoBasi TMOPUON3ALIMS JaBHO IIPUBJIeKasa
BHUMAaHUE 3BOJIIOIIMOHHBIX OUO0JIOTOB. DTOMY CJIOX-
HOMY IIpolieccy Kak (aKTopy 3BOJIOLUU OOJIbIIOE
BHUMaHue yaeisian OoraHuku (Anderson, 1949;
Heiser, 1973), B TO BpeMs1 KaK OTHOIIIEHNE 300JI0IOB
K 9TOMY TPOLIecCy MPeACTaBIsIOCh HEOTHO3HAUYHBIM
(Maiip, 1968). OmHaKO C MHTCHCUBHBIM Pa3BUTHEM
MOJIEKYJIIPHBIX METOOOB B KOHIIe XX B. CTajli Ha-
KaruIMBaThCsI TPUMeEPbI, CBUAETEIbCTBYIOIINE O IIIH-
POKOM pacnpOCTpaHEHUU MEXBUIOBOM MHTPOTpeC-
CUU Ccpeay XUBOTHBIX B mpupone (Arnold, 2006;
Toews, Brelsford, 2012). DTo Hen36eXXHO MPUBEIO K
MepeolieHKe POJU MEXBUIOBOM HMHTpOTpecCUuu B
SBOJIIOLIMOHHON WCTOPUM KMBBIX OPraHU3MOB.
B yacTHOCTH, OBLIO NIPEAOIOXEHO, YTO MHTPOTpPEC-
CUsI TEHOB MOXET OBITh UICTOYHUKOM FeHETUUECKOM 1
denoTunmueckoir mameHunBoctu (Arnold, 2006) u
CMOCOOCTBOBAaTh TPUOOPETECHUIO HOBBIX afarTaluii
(Arnold et al., 2008; Arnold, Martin, 2009; Hedrick, 2013).

HecMoTpst Ha TO, YTO MeXXBUAOBasI TMOPUIM3ALIMS
MeXAy OJM3KMMU BUIAMU B IIPUPOIAE ITPOMCXOIUT
JIOCTAaTOYHO 4YacTo (3aTparuBaeT 25% BUIOOB pacTe-
Huil 1 okono 10% BumoB xuBoTHBIX; Mallet, 2005;
Arnold et al., 2008; Mallet et al., 2016), HaKOILIEHO
OTHOCHUTEJILHO MaJIO 3KCIIEPUMEHTAIBHBIX ITOATBEP-
XKIEHUI MEXBUIOBOIM MHTPOTPECCUM, B YaCTHOCTHU, B
IO/Ib3y €€ aJalTUBHOIO Xapakrtepa (IpuoOpeTeHue
HOBBIX aJallTalluii, yBEIUUCHHUE ITPUCIIOCOOIEHHOCTH
TaKCOHa-pELUINUEHTa K M3MEHSIOIIVMCS YCJIOBUSIM
cpensl; HarpuMmep, Whitney et al., 2010). Hacrostmii
MIPOPHIB B U3YYEHUH ITOIO CJIIOXKHOTIO IIpoliecca IIpo-
M3011IeJ]I OTHOCUTEIBHO HeIaBHO, Giarogaps IIpoure-
HUIO METOIAMU BBICOKOIIPOM3BOIUTEIBHOIO CEKBE-
HupoBaHus (next generation sequencing, NGS) mo-
HBIX TEHOMOB 1I€JIOr0 psifa “HEeMOJENbHbIX” BUIOB
(Twyford, Ennos, 2012; Hufford et al., 2013; Harrison,
Larson, 2014; Mallet et al., 2016; Schaefer et al., 2016;
Arnold, Kunte, 2017; Ottenburghs et al., 2017; Rochus
et al., 2018; Suarez-Gonzalez et al., 2018; Taylor, Lar-
son, 2019). Tak, 6iaromapst UICIOJIb30BAaHUIO T€HOM-
HBIX JAaHHBIX, B PsIie UCCICAOBAHMUM ObLIM ITOJIYYEHBI
CBUACTEIBCTBA W MOATBEPKICHUS WHTPOIPECCUU
cpeau MHOTUX TPYIII opraHu3MoB: y jwoaeit (Reich
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KOMAPOBA, TJABPEHYEHKO

et al., 2009; Green et al., 2010; Huerta-Sanchez et al.,
2014), nacekombix (Lynd et al., 2010; Dasmahapatra
et al., 2012; Fontaine et al., 2015), 1pyrux XKMBOTHBIX
(Shurtliff, 2013; Meier et al., 2017; Palkopoulou et al.,
2018; Irisarri et al., 2018), pactenuii (Osborne et al.,
2016; Suarez-Gonzalez et al., 2018).

MuTtporpeccuBHasi ruOpuau3anysi MPUBOIUT K
00pa30BaHUIO MOIYJISILUIT CO CMEIIaHHBIMY TeHOMa -
MU U, KaK CJIACTBUE, K (PMIOTEHETUIECKM HECOOT-
BeTcTBUSIM (phylogenetic discordance, tree incongru-
ence) Mpu aHaJIM3e Pa3IMIHBIX TEHETUYECKIX JIOKYCOB
(Degnan, Rosenberg, 2009). OnHako nHTporpeccus —
HEe eIMHCTBEHHBIN Mpoliecc, MPUBOASILINI K ITOg00-
HOMY (PMJIOT€HETUYECKOMY HECOOTBETCTBUIO. JIpyrue
MPOLIECCHI, TaKMe KaK HEIOoJIHAsl COPTUPOBKA JIMHUIA
(incomplete lineage sorting, ILS) wiu nyrumkaius re-
HOB (gene duplication), MOryT TakxKe COOTBETCTBO-
BaTh aHaJIOTMYHBIM marrepHaM (Maddison, 1997;
Degnan, Rosenberg, 2009). Takum o6pa3om, 1ipu 00-
Hapy>XeHUU HECOOTBETCTBUI B TOIOJIOTUSIX Te€HETH-
YeCKMX IepeBbEB OIpeaeieH1e IIPUINHEBI Ha0moae-
MOTO MaTTepHa MO-MPEeKHEMY OCTaeTCsl HETPUBUAb-
Hoi 3amaueii (Sang, Zhong, 2000; Fontaine et al.,
2015). Ilpu ncnoab30BaHUM TPAOULIMOHHBIX (DUIIO-
reHeTUYECKUX MOAX0I0B U aHAJIMTUYECKUX METOIOB,
OCHOBaHHBIX Ha HE3aBUCHMOM HCCJIEIOBAHUMN OT-
JIEJIbHBIX JIOKYCOB, BO3MOXHO IIPEOIIOYTEHUE TOTO
WJIA UHOTO 3BOJIIOLMOHHOIO cleHapus (Maddison,
1997; Sang, Zhong, 2000; Peters et al., 2007; Joly
et al., 2009; Choleva et al., 2014; Poroshina et al.,
2020). OmHako IpHU MCIOJb30BaHUM JaHHBIX ITOIXO-
JIOB 3a4aCTYyI0 HEBO3MOXHA TOYHAsI OLICHKA IIPOLIeC-
COB, IIPUBOMSAIIMX K HECONIACOBAHHOCTU T€HHBIX
JnepeBbeB. PazpaboraHHbIe AJ1s1 TOH 1LIeJIM METOIbI,
Oasupyoonecs Ha aHaJIM3e OOJIBIIOro Ynciaa TeHe-
TUYECKHUX JJOKYCOB 1 JAaHHBIX BCETO TeHOMA, IMO3BO-
Js110T 3(PGEKTUBHO BBISBISITH ClIydaul HECOOTBET-
CTBUSI TOIIOJIOTMU (PUIOTEHETUYECKNX IePEBbEB U
IaBaTh KOJMYECTBEHHYIO OILIEHKY WHTPOIPECCUU
(Pritchard et al., 2000; Alexander et al., 2009; Green
et al., 2010; Durand et al., 2011; Huerta-Sanchez
et al., 2014; Lohse, Frantz, 2014; Schrider et al., 2018;
Edelman et al., 2019; Hamlin et al., 2020), a Takxke
oImpeleNsiTh HallpaBJcHHWE HAOMIOMaeMOM MHTPO-
rpeccuu (Pease, Hahn, 2015). OgHako KaXmablii 13
TaKWX METOIO0B 3aJaeT CBOU OIpeIeICHHbBIC YCIOBUS
JUIST CTPYKTYPBI MCCIIEAYEeMOM TPYyIHIbl (HaIpumep,
TMOCTOSTHHBINM pasMmep ITOIYJISINi, OONbIIOi 00beM
BBIOOPKM, 3BOJIIOLIMS MTOCIeN0BATEIbHOCTEH cornac-
HO MOJIEJIM MOJIEKYJISIPHBIX 4YaCOB U JIp.), YTO 3aTPy/I-
HSIET BO3MOXKHOCTD MX IIIPOKOTO IIPUMEHEHMSI.

HecmoTpss Ha MHOrOoOOpasue HAKOIMBIIMXCS B
MocjeaHUEe TOAbl 0030POB, ITOCBSIILIEHHBIX CBUIEC-
TEJILCTBAM U 3BOJIIOLIMOHHOMY 3HAYEHUIO MEKBUJIO-
BOM MHTPOIPECCUU Y PA3IMYHBIX TPYIIIl OPTaHU3MOB
(Toews, Brelsford, 2012; Hedrick, 2013; Harrison,
Larson, 2014; Ottenburghs et al., 2017), o6o06maio-
IIMX CBOAOK II0 MeToAaM e€e OOHapy:KeHUsI TPy Ha-
OJIIOJEHNM HECOOTBETCTBUIA TOIOJIOTMI TeHETUYe-
Ne 6
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CKUX JiepeBbeB KpaiiHe maso (Burgarella et al., 2019).
INepBas yacTh HacTOsAIIETO 0630pa MOCBAIIEHA Tpa-
JULIMOHHBIM (DUIOTeHETUYECKUM U aHAUTUTUYECKUM
MeTOoIaM, pa3paboTaHHBIM CTIEIIMATBHO TS OTIpene-
JICHUS U pa3rpaHUYeHUsI TUTIOB HECOOTBETCTBUI (b1~
JIOTeHU#l Ha OCHOBE OTHEIbHBIX T€HETUYECKUX Map-
KepoB. Bo BTopoit yact 060611IeHBI HAKOTUIEHHBIE K
HaCTOSIIIIEMY MOMEHTY CBEICHMSI O METONax, pa3pa-
0OTaHHBIX [JIs MOUCKAa U XapaKTEPUCTUKU UHTPO-
TPECCUM C WCIIOJb30BaHUEM TEHOMHBIX TaHHBIX.
B 3axmoyeHune paccMOTpeHBI MeTOAbl (PUIIOTEHETH -
YEeCKUX ceTeil, MpeacTaBsiiolInecs] HEOTbeMIeMbIM
WHCTPYMEHTOM [JISI PeKOHCTPYKIIMU CIIOXKHBIX 2BO-
JIIOIIMOHHBIX MCTOPUN B TIPUCYTCTBUU PETUKYJISIP-
HBIX COOBITHIT. KpaTKo paccMOTpeHBI ITpenMYyIIeCcTBa
1 METOIWYECKUEe OTpaHNYESHUS KaXKIOTO U3 HUX, TT0-
CKOJIbKY TTOHMMaHWe OCHOBHBIX TIPUHITUTIOB U OTpa-
HUYEHUI aITOpUTMOB — 00s13aTe/IbHOE YCIOBUE IS
IPaMOTHOM TTOCTAHOBKW HAyYHOM 3a1av.

MPUYMHBI HECOOTBETCTBUN
OUJIIOTEHETUYECKUX NEPEBLEB
N METOIbI UX PASTPAHUYEHHNA

HA OCHOBE UCCIEOOBAHUA

OTAEJIbHBIX JTIOKYCOB

Hepenko Ha ypoBHE UHTEPIIPETALIUU MOJIEKYJISIP-
HEBIX IepeBbeB (gene tree) IMPUXOOUTCS CTAIKMBATHCS
¢ “IIOOBOOHBIMM KaMHSIMM~, 3aTPYOHSIOININMHU pe-
KOHCTPYKIIUIO UCTUHHON 3BOJIIOIIMOHHON MCTOPUU
Buma. Hauboliee n3BecTHBIE M3 HUX MPEOCTABIISIIOT
co00ii cilyyan HECOBIIAIEHUS Pe3yJbTaTOB, IMOJIY-
YEHHBIX MPU aHAJIU3e PA3IMYHBIX TEHETUYECKUX JIO-
KyCOB, Yallle BCEro 3TO HECOOTBETCTBUE MMTOXOH-
IpUaIbHOM M saepHOM dumoreHuii (mito-nuclear
discordance), a Tak:ke HECOOTBETCTBHUE T€HHOTO Je-
peBa BunoBoMmy (gene tree discordance) (puc. 1). He-
COBMNAIEHNE MOXKET BhIPaXXaThCs HE TOJIBLKO B OTHO-
IIEHUM BPEMEHU IMBEPreHIUM, HO U B INOPSIKE
BeTBiaeHMs (Avise, 2000; Nichols, 2001; Rosenberg,
2002). I1psaMonuHeiiHass MTHTEpIIpeTalys TOIOJIOTUiA
TaKUX IepeBbeB, 03 MpUBJIeYSHUS TOTOJTHUTEIbHBIX
aHaJIM30B, IIPUBOIUT K CEPbE3HBIM UCKAXKEHUSIM pe-
KOHCTPYKIIUM (DUIIOTEHUM HCCIEIYEeMbBIX TaKCOHOB
(AbpamcoH, 2007, 2009). ITomoGHas1 ipodJieMa HeCO-
OTBETCTBUI1 (PMJIOT€HUIT OTAECIBLHBEIX TEHOB M BUIOB
M3BECTHA I MHOTUX rpynn opraHu3dmoB (Gompert
et al., 2008; Toews, Brelsford, 2012; Weigand et al.,
2017; Ivanov et al., 2018; Després, 2019; Edelman et al.,
2019; Andersen et al., 2021; Komarova et al., 2021).
HMHTporpeccCuBHYIO TMOPUANU3ALIAIO YaCTO paccMaT-
PUBAIOT KaK OCHOBHYIO IIPUYMHY MOAOOHBIX pa3jIu-
yuii (Degnan, Rosenberg, 2009). OgHako 1 npyrue
9BOJIIOLIMOHHbIE TTPOLIECCHl MOTYT MIPUBOAUTH K (hop-
MUPOBAHUIO CXOOHBIX (DUIOTEHETUYECKUX IIaTTep-
HoB. K HamboJiee yacThIM IpUIMHAM, ITPETSITCTBYIO-
MM PEKOHCTPYKLIMM MCTUHHOM 3BOJIOLUOHHOM
WCTOPUM BUIA, OTHOCSITCS NPEIKOBEHII IIOJIMMOpP-
¢u3m (ancestral polymorphism) n HermoaHAsT COPTH-
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Puc. 1. HecooTBeTCTBME T€HHBIX U BUIOBBIX I€PEBbEB.
CripaBa npeAcTaBJIeHO BUIOBOE IEPEBO JJIsI YeThIPEX BU-
noB: A, B, Cu D; cneBa — renHoe nepeso. Bunsr B u C
MPEACTABISIOT COO0I CECTPUHCKME BUJIbI, HO UX TEHHbIE
KOTIMU TAKOBBIMU HE SIBJISTIOTCSI.

poBka reHeajmornyeckux auHui (ILS) (Avise, 2000;
Rosenberg, 2002; Degnan, Rosenberg, 2009; Degnan,
2018). IToka3aHo, yTto ¢eHomeH ILS mmpoxko pac-
IIPOCTPAHEH CPEAU XKUBLIX OPraHU3MOB B IIPHUPOIE
(manpumep, Fontaine et al., 2015; Pease et al., 2016;
Chan et al., 2020). BcnencTBue Bcex IepeunCIEHHBIX
BBILIIE BOJIIOLIMOHHBIX CLIIEHAPHEB MBI CTaJIKMBAEMCSI
¢ nonudpunueii (polyphily) Ha TeHHBIX TepPEBbSIX, KO-
IJa TeHeTU4YeCKue MOoCIeN0BaTeIbHOCTA OJHOTO BU-
Jla PacIioJIoKeHbl BHYTPU KJIad APYroro (CXOICTBO B
TCHETUYECKNX IIOCJIENOBATEIbHOCTIX  “CeCTpUH-
CKUX” BUIOB B CIy4ae UHTPOIPECCUN OYIET CBI3aHO
C TIOJTHBIM 3aMellleHUEM OOIIMX ISk OMHOTO BUIA all-
Jiesieit asesisiMu apyroro Bunaa). B takom ciyvae pac-
MO3HaTh W OTJIMYUTH ITOJU(PUINIO, BO3HUKIIYIO
BCJIEACTBUE MHTPOTPECCUU, OT MOJIUMDUIUN IBYX IpY-
I'MX BBIIICONUCAHHBIX CIIEHApHUEeB BeCbMa HEMpOCTO
(Holder et al., 2001), ocobeHHO B ciiyyae “MoOJOAbIX”
BUIOB (COOBITUSI UHTPOIPECCUU Y TAKUX BUIOB MOTYT
npoucxonuth B mpucyrctBuu ILS) (Avise, 2000; De-
gnan, Rosenberg, 2009; Degnan, 2018). CnenoBaresb-
HO, (DMJIOTeHETUYECKOE HECOOTBETCTBUE CIIEMyET pac-
CMaTpUBaTh He KaK CBUIETEIILCTBO MHTPOTPECCUM, a
CKOpee KaK OTIPaBHYIO TOUKY [Jis JajibHeillero
aHanm3a. CyliecTByeT psili TPaAUIIMOHHBIX (PUJIoTe-
HETUYECKNX W aHAJIMTUYSCKUX ITOIXOM0B, ITO3BOJISI-
IOIIUX OTJABATh MPEANOYTCHUE TOMY WIM WHOMY
SBOJIIOLIMOHHOMY CLIEHAPUIO TIPU CpaBHEHUU (HUIIO-
FeHETUUECKUX JePeBbeB, PEKOHCTPYMPOBAHHBLIX HAa
OCHOBE aHaJIN3a OTIAEIbHBIX TEHOB.

CormacHo 0a30BBIM MOJIOKESHUSIM MOJICKYJISIPHOMN
(GUITOreHeTUKM KOJIMYECTBO HYKJIEOTHUIHBIX 3aMEH B
nmociiegoBaTteabHoCcTIX JIHK nByx dhopm mpsimo mpo-
MOPLIMOHAJILEHO BpPEMEHU OUBEPIEHLMU OT OOIIEro
npenka, a (PUIOTeHUS OTIEIbHBIX TEHOB COOTBETCTBY-
eT ¢prnorennu BunoB (Nichols, 2001). IIpuanmast 3To
BO BHHUMAaHUE, CIAyeT YYUTHIBATh, YTO BpeMsl TUBEP-
TeHIIMY TeHETUYECKUX MOCIeIOBATEIbHOCTEM OT 00-
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IIETO MpeaKa MOXKET OBITh OOJIbIIIE BPEMEHU TUBEP-
reHIIUM BUAOB, IPYTMMU CJIOBaMU, pasaejicHue Mo-
IYJISILUAI IIPOUCXOIUT ITO3KE, YeM pas3aejicHIue TeHOB
(Nichols, 2001). IToaToMy ogHUM M3 IIyTEi, CIIOCOO-
HBIX TIOMOYB ITpu paszrpannyeHuu ILS u mHTpOrpec-
CUM, MOXKET OBITh OLIEHKA IIPEAIIoIaraeMoro Bo3pac-
Ta TEHETUYECKOI0 000CO0JIeHNS BUIA. YUUTHIBas TOT
¢daKT, uTo BeIpaxkeHHOCTH ILS o6paTHO IIporopiio-
HaJlbHa SBOJIIOLIMOHHOMY BO3pacTy BHIA, MOXHO
Tpenaroiaratb, 9To 4eM “MoJioke” BHI, TEM OoJjiee
BEPOSITHO, UTO Pa3jM4yMUe B TOMOJIOTUSIX TeHeTUYe-
CKUX JepeBbeB 00bsicHsieTCs ckopee ILS, yem uHTpo-
rpeccueit (Avise, 2000). B ciyyae “Mononbix” BUIOB
COPTUPOBKA IIPEIKOBBIX JUHUM €Ille HE YCIIeeT 3a-
BEPIINUTLCS 3a 3TOT IIPOMEXYTOK BpeMeHU (Avise,
2000). B ciryyae uHTpOrpeccum, Ha0OOPOT, CTEIEHb
€€ BBIPAXEHHOCTU IIPOIOPLIMOHAJIbHA 3BOJIIOLIMOH-
HoMy BospacTy Bua (Avise, 2000). CTouT TakxKe 10-
0aBUTh, UTO IIPU AaHAIM3E€ MUTOXOHIPHAJILHBIX TEHOB
HaunboJiee BepOSITHO, UYTO HaO ogaeMasi Ioauduins
OyZIeT BbI3BaHa CKopee MHTporpeccueit, uem ILS, mo-
CKOJIbKY COPTHPOBKA JWHHUI II0 MUTOXOHApPHAJIb-
HBIM JIOKyCaM IIPOMCXOIUT OBICTpee, YeM MO siaep-
HBIM, OJlaromapsi cBOeil rarjioMgHOCTH (HacaeaoBa-
HHE TOJIBKO IO MAaTe€pPUHCKOM JUHNUMN) U OTCYTCTBUIO
pekomoOuHauu (Hudson, Turelli, 2003).

Hexotopble cyliiecTByloIli€ METOAbl OCHOBaHbI
Ha TI0oJCYeTe BPEMEHU MUBEPreHLMNU UCCIIEeIyeMbIX
TaKCOHOB, TakK, onuH TecT (Sang, Zhong, 2000) pa3s-
paboTaH crnelualbHO ISl pa3rpaHUYeHUsl TIpoliec-
COB TMOpPUAM3ALIMM W WHTPOTPECCUU OT COOBITUM
ILS, BbI3bIBaIOLIMX HECOOTBETCTBUE MEXIY T€HETU-
YEeCKMMU JepeBbsiMU. Ecu MpeanosoXuTh clieHa-
puii c cylliecTBOBaHMEM TpeX TakCoHOB A, B u C, rie
TaKCOH B OyneT ceCTpMHCKUM MO OTHOIIEHUIO K TaK-
coHy C Ha onHOM (UJIOTEHETUYECKOM JepPEeBE, B TO
BpeMsI KaK Ha IPyroM JiepeBe 3TOT e TakCoH B oyner
CECTPUHCKHUM TaKCOHY A, TO MpU HAOI0JaeMOM He-
COOTBETCTBUU (PUIIOTEHUN MOXKHO OXMIATh, YTO TaK-
coH B mmeer rubpuaHoe npoucxoxaeHue (puc. 2a).
st moATBepXKIeHUsI JAHHOTO MPEIIOJIOXEeHUST Obl-
JIO MPEMJIOKEHO OLIEHUBATh BPEMSI IUBEPTEHLIMU CO-
IJTACHO MOMAEIU MOJEKYISIPHBIX 4YaCOB JJIsl TAKCOHOB
A n C Ha KaXIoM U3 UcclenyeMbIX 1epeBbeB. Ecau
00€e BpeMeHHbIE OLIEHKM MPAKTUYECKU HE OTJIMYAIOT-
csl, TO TIPEANOYTEHUE OTAAeTCS TUOPUAN3ALIUU, VH-
TPOTPECCUU UJIU TOPU3OHTATILHOMY MEPEHOCY T€HOB,
B npotuBHOM ciydae — ILS (puc. 2a). OngHako 3ToT
TECT HE YYUTBIBAET, YTO BpeMsl “CIUsSIHUS” s pa3-
HBIX T€HOB, KaK MpaBWIO, BCEraa pa3inyaercsl He3a-
Bucumo oT Haimaus ILS. Takmm o6pa3om, TecT, oc-
HOBAHHbII Ha JAHHOW TEOPETUYECKOM MOJEIU, HE-
HaZeXeH MpU pa3rpaHUYEHUM 3TUX MTPOLIECCOB MPU
CpaBHEHUU (DUJIOTEHUII Ha OCHOBE OTIEIbHBIX Te-
HOB, YTO OBUIO HAIVISIAHO IPOAEMOHCTPUPOBAHO
(Holder et al., 2001).

CoracHo pesyiabTaTaM 3TOr0 HCCIedOBaHUS
(Holder et al., 2001), ripoliecchl TMOpUIM3ALIMY U HE-
MOJIHOM COPTUPOBKM JUHUN (HOPMUPYIOT pa3HBIC
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IIPOTHO3bl OTHOCUTEJILHO TOITOJIOTMM U IJIMHBI BET-
Beli FeHHBIX JepEeBbEeB, KOTOPhIE DBOJIIOLUOHUPYIOT B
COOTBETCTBUU ¢ pujoreHue BunoB. Eciu mpenroio-
XKUTh CIEHApUii TTOJIUMIINK, IPU KOTOPOM CXOITHbBIE
MOCJIeIOBAaTEIbHOCTU “CIMBAIOTCS” 10 AUBEpCcUpU-
Kalliy ABYyX BUIOB, TO HAOJII0OHaEMOE HECOOTBETCTBIE
MOXHO OOBSICHUTH HEMOJTHOM COPTUPOBKOM JIMHUIA.
CrnenoBatenbHo, Tipu ILS Bpems, mpoiueniiee ¢ MO-
MEHTa BHUAOOOpa30BaHUS, IIPEACTABIISIET COOO
HIDKHIOIO TPaHMIY MMHUMAJIBHOIO BPEMEHHM pac-
XOXIEHUS MEXIy 3TUMHU MOCJeN0BaTEeIbHOCTIMMU.
IIpu Tmbpuan3ay CXOMHBIE ITOC/IEAOBATEILHOCTU
MOTYT “cIIMBaThCs” KaK IO, TaK U ITOCIIE pPacXOXKIIe-
Husg BUIoB. Eciam “ciamsgHue” TPOUCXOAUT T10CIIe
pacxXoxXIeHUsI BUAOB, CICAyeT OXUAATh, YTO MUHU-
MajlbHOE€ BpeMs MMBEPIeHIMU MEXIY II0CIeI0Ba-
TEJILHOCTSIMU OyIeT MEHbIIE, YeM IpU HENOJHOM
copTupoBke uHui (Joly, Bruneau, 2006). B HekoTO-
PBIX CTATUCTUYECKMX METOMAX TAaHHBIN ITOIXOM IPU-
MEHSIETCSI, YTOObl OTJIUYUTH TMOPUAM3ALMIO U WH-
TPOIPECCUIO OT HEMOJIHOM COPTUPOBKU JvHUii. Ha-
MIpUMeEpP, CTATUCTUYECKHUI ITapaMeTPUIECKUI METO
(Joly et al., 2009), npennosaras ILS B kauecTBe HyJIe-
BOM THMIIOTE3bI, BBIUMCIISIET MUHUMAaJIbHBIE ITOMAp-
HbIC TUCTAHIIUM MEXIY IOCIeI0BATEIbHOCTIMM MC-
clieyeMbIX BUIOB MpPM IIOMOIIU KOaJeCIIEHTHOIO
MopaearupoBaHusl. JJlaHHbBIIA ITOOX00 OCHOBAH Ha IIpe/I-
IMOJI0KEHUH O TOM, YTO MUHMMaJIbHAsI TeHeTU4YeCKas
IUCTaHLIMS MEXIY TTOCIEA0BaTEeIbHOCTSIMU IBYX BU-
JI0B JOJKHA OBITh MEHBIIIE B CIydyae COOBITUI THOpU -
mu3annu, yeM ILS.

Elile onvH MeTo, OCHOBAaHHBII Ha OLIEHKE CKOP-
PEKTUPOBAHHBIX BBOJIOLMOHHBIX AUCTAaHLUKN (d)
MeXIy OOIIMM MPEeAKOM KaxKIOro W3 MCCIedyeMbIX
BUIOB (L) 1 o01uM mpenkom ajist oooux BumoB (CA),
MO3BOJISIET OTIMYaTh UHTporpeccuto ot ILS (Poro-
shina et al., 2020). AnropuT™M TaHHOIO ITOAXOHA JO-
BOJILHO TMPOCT W BKJIIOYAET P MOCIEA0BATEIbHBIX
NIECTBUIA: UCTIONIb30BaHUE (haliJIOB C TTOCTPOEHHBI-
MU (UIOTEeHETUYECKUMU AEpPeBbSIMU B KauyecTBe
BXOJIHBIX JAHHBIX, IPOBEICHNE TECTA HA B3AUMHYIO MO-
Hodumuio (moacyeT koagduumenra P, npu P = 0
rpymnia MOHOMUIETUYHA) UCCIIEAYEMbIX TPYIIT U MOA-
cueT Habopa PBOIOLIMOHHBIX nuctaHuuii (d, D, EY)
(puc. 26). Tak, B ciiyyae aHIIECTPaJIbHOTO MOJIUMOP-
¢usma paznuna D mexny da u db (tne a u b cooTBeT-
CTBYIOT MICCIIeIyeMbIM BUIaM, d — puctaniust oT CA no
L cooTBeTcTBYIO1IETO BUaa) OyaeT paBHO HYJO (D = 0)
U HE3HAUYUTEJbHO OTJIMYATHCS OT IOCJIEIHEro IMpu
HETIOJTHOUM COPTHUPOBKE MUHUI. B ciaydae ke mHTpo-
rpeccuu, HaooopoT, 3HaYueHue D OyneT 3HaYUTETLHO
oTJIMYaThbes oT Hyqs (puc. 26). [lapamerp EX, mipen-
CTaBASIOIIMIA CyMMY 3BOJIOLMOHHBIX OUCTAaHLIWNA
BCeX TocJieIoBaTe/IbHOCTE BHYTPU OJHOTO BUAA 0
Onvxaiiiiero oOIIero TIPeaIKOBOTO y3ja JepeBa
(BHEILIHEH TPYIIIbI), TAKXKE BasKeH IIPU OIPEaeICHUN
UHTporpeccuu. Tak, 3HaUeHUe pa3HULILI Mexny Fa 1
Eb, nmocunTtaHHOE 11 MUTOXOHAPUAILHOTO TeHa U
3HAYUTEJbHO OTJMYHOE OT HYJISI, COOTBETCTBYET
Ne 6

TOM 82 2021



METObI BLIABJIEHUA TMBPUAN3ALINUA

a 0
Ten 2

Ten 1

0ol Al Bl CI
CAa

Tk

Tm
Ti—Tm=a

To ‘
a=0 Tubpunuszamus
a<0 ILS nanepese 1 L
a>0 ILS na mepese 2

da # db
P=1

8

D>0 D<0 O
(P2, P3), P1), O) (((P1, P3), P2), O)

Pl P2 P3 (6] Pl P2 P3 (6]

[a] [B] [B] [al B] [a] [B [al

D (P1, P2, P3, 0) _nABBA — nBABBA|
nABBA + nBABBA|

D=01ILS A B C D A C B D

4

(((P1, P2), (P3, P4)), O)

AN A

Pl P2 P3 P4 O Pl P2 P3 P4 O

CaneTpanaﬂ TOITOJIOTUA

ACVIMMeTpI/I‘{Haﬂ TOITOJIOTUA

Puc. 2. CxemaTrnyeckue WIUTIOCTPALMU OTAETbHBIX METOMOB, YIIOMUHAEMBIX B TEKCTE. @ — MOJEb IJIs1 (DUIIOTEeHUU YeThIpex
TakcoHOB, Tae A, B u C — uccnenyemsole Bunbl, O — BHemHss rpymiia. Al, B1, C1 u O1 mpenctaBiisiioT COO0M mocaea0BaTeIb-
Hoctu reHa 1 st BunoB A, B, Cu O coorBeTcTBeHHO. A2, B2, C2 1 O2 npencrasisioT co0oii Iocie10BaTeIbHOCTH TeHa 2 IS
BunoB A, B, C u O coorBercTtBeHHO. Tm, Tk, Ti u Tj npenctapisiioT BpeMsl AUBEPreHIIMA MEXKAY MOC/IeI0BaTeIbHOCTIMU Al 1
(B1,C1), Bl uCl, C2u (A2, B2), a Takke A2 u B2 cOOTBETCTBEHHO. 6 — CXeMaTHUYECKOE MPENCTABICHNE TTIOJTHOW MHTPOTPEC-
cuu. 8 — cxema punoreHuu Tpex TakcoHoB (P1—P3) u onHoit BHenHeilt rpynmsl (O). D-CTaTUCTUKA yYUTHIBAET POAUTEIbCKUE
(“A”) u nouepHue (“B”) ajutenu mis pustoreHuu yethipex TakcoHoB. [1o cuenapuio ILS matrepHsl “ABBA” u “BABA” nox-
HBI BcTpedaThest paBHOBeposTHO (D = 0). INpessimenune “ABBA” win “BABA”, npuBonsiiee K 3HadeHuto D, 3HAUMTETHHO
OTJIMYHOTO OT HYJIsI, CBUAETEILCTBYET O ITOTOKE TEHOB MeXIy NByMsl TakcoHamu. [IpeBbiieHne caittoB “ABBA” cBunmerenb-
CTBYET O IToTOKe reHoB Mexny P2 u P3. Ipesriienue caiitoB “BABA” cBuaeTenbCTBYeT 0 MOTOKe reHoB Mexny P1 u P3 (BbI-
JIeJICHO CUHEM IIBETOM). ¢ — cxeMa duoreHuu 4etbipex TakcoHoB (P1—P4) u ognoit BHemrHeit rpynmsl (O). [Toka3zaHbl cum-
MEeTpUYHAsI U aCUMMETPUYHasl TOTIOJOTUM C TPUMEepaMU NaTTepHOB ayliesibHBIX caiiToB “ABBAA” u “ABABA” cooTBeTCTBEH-
HO. d — yKOopeHeHHbIe OudypkalunoHHble nepeBbst 71 u T2u nBe duioreHeTnyeckue cetu N1 u N2, oobsicHso1Me 006a aepeBsa.
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nonHoii uHTporpeccun MTIHK. Ilpu stom mis
snepHoro(bix) reHa(oB): Fa = Eb. CnenyeT OTMETUTh,
yTOo B cirydae mojiHoit mHTporpeccun MTIHK cTonT
OXMAaTh, YTO (PUIJIOTEHETUYECKUE JIMHUU BCEX MC-
clieqyeMbIX BUAOB OyayT 000COOJIeHbI APYT OT ApyTa
1 MOHO(UJIETUYHBI Ha SIACPHOM I€HETUYECKOM Jie-
peBe, B TO BpeMsi KaK Ha MUTOXOHAPHUAJIbHOM IepeBe
rarJIOTUITBI OHOTO M3 BUJIOB OYAYT PaCITOJIOXEHBI
BHYTPH KJIaibl APYTroro Buma (IOJaU(UIeTUICCKUA
narrepH). [Ipu »ToM Trpynma IpeamnoaraeéMoro
“moHopa” OymeT Bcerna MpOSBISATh MOINPMISTAYC -
Ne 6
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CKUI1 XapakTep U 06pa30oBbIBaTh BHYTPEHHIOIO KJla-
JIy TI0 OTHOIIIEHUIO K BUAY-PELIUITUEHTY, B TO BpEMSI
Kak TIpearoJjiaraeMblii “pelumnueHT” MOXET ObITb
KaK MOHO(MWISTUYHBIM, TaK U MOJUGUIECTUIHBIM.
YuuthiBasg 3TO, OaHHBIII METOH BKJIIOYAeT TECT
omnpeaelieHUsT (PUIOTEHETUYECKOTO CTaTyca UcCCle-
IyeMbIX Ipymil (MoHOM MK, Mapaduinsgd WIn I10-
mudunusa). IlporpammHoe obecnedyeHue OJIsT TaH-
HOIO ajJIrOpUTMa HAXOAUTCS B OTKPBITOM IOCTYIIE
(https://github.com/dysh/MRDR).  OnucanHsbIi1
BBIIIIE TTOAXO0M, OB pa3padoTaH U BIIEPBBIC IPUME-



408

HEH Ui VICCIeNOBaHUS OPIOXOHOTMX MOJUIIOCKOB U3
p. Baicalia, nns npencraBuresieii KOTOPOTO XapaKTep-
HBI HECOOTBETCTBHS MEXIY MUTOXOHIPUAILHON U
snepHoii pumorenussmu (Poroshina et al., 2020).

PaccMoTpeHHBIe BbIIIE aJITOPUTMbBI CIIELIMATU3U-
pPYIOTCS HAa paclio3HaBaHWMU rUOpuAM3alMy U UHTPO-
rpeccuu npu GUIOreHeTUYECKOM HECOOTBETCTBUU U
pa3rpaHUYEHUM TAKOBBIX OT HEMOJHOW COPTUPOBKU
JINHWIA, He ToApa3yMeBasi, YTO OHU MOTYT ITPOMCXOAUTh
omHoBpemMeHHO (Degnan, 2018). 17151 onipeneaeHus BbI-
IIEOTIMCAHHBIX TUIIOB PETUKYJSIPHBIX MPOLIECCOB B
npucyrctBum ILS ObLT pa3paboTraH psin aHAIUTUYE-
CKMX METOMIOB, MO3BOJISIONIMX TaKXe MPOBOAUTD J0-
MOJIHUTEIBHYIO  XapaKTEepUCTUKY HHTPOTrpeccCUm
(olieHKa 0711 3aMMCTBOBaHMIA, HaNpaBieHe U Bpe-
MEHHasl OlieHKa Ha0JII0JaeMoii MTHTPOTPECCUM ).

COBPEMEHHDBIE METO1bl OBHAPY2KEHU
N XAPAKTEPUCTUKUA CIIEIOB
MHTPOI'PECCHMHN HA OCHOBE

I'’EHOMHDbIX JAHHbIX
N UX ITPOT'PAMMHASA PEAJIN3ALINA

Pa3BuTiie HOBBIX MOJEKYISIPHO-TEHETUYECKUX
METOIOB U MPOUYTEHUE MOJIHBIX TEHOMOB psiia COBpe-
MEHHBIX U BbIMEPIINX BUIOB 3HAYUTEIILHO U3MEHU-
JIU Hallle TIpeacTaBjieHUue 00 3BOJIOIIMOHHON HCTO-
pUU YEJIOBEKA U APYTMX BUIOB XXUBOTHBIX W YBEJIU-
YWJIO IIAHCHI OTpelIeNIeHUsT NaXke He3HAUUTEIbHBIX
ciienoB nHTporpeccuu (Racimo et al., 2015; Schaefer
etal., 2016; Rochus et al., 2018). bwut pazpaboraH psin
METOIOB, HAMpPaBJIECHHBIX HA TOUCK T€HETUUECKOTO
cMelneHus (genetic admixture; ¢oopMUpoBaHUE CO-
BpPEMEHHOM MOMYJISIINU 3a CYST ITOTOKA SIIEPHBIX Ie-
HOB MEXIYy NPEAKOBBIMU TTONYJISILIUSIMMI) B MacIlTa-
Oe Bcero reHoma (genome-wide test). Llenbio Takux
METONOB SIBJISIETCSI TOWCK IOIYJISILUAN-TOHOPOB U
MOIMYJISILUA-PEHUIUEHTOB € “Yy>XKuUM~ TIeHeTHu4e-
CKMM MaTepuajoM, KOJMYECTBEHHAs OlleHKa Ha-
6II0JaeMOM MHTPOTPECCUU, a TaKKe OIllpelelieHue
“qyKepOIHBIX” TEeHOMHBIX CETMEHTOB, MTPOHMUKIITNX
yepe3 BuAoBble rpaHuibl (Burgarella et al., 2019).
Kak ObLTO OTMeUeHO BbIIIE, ONpeAcicHUE CIIEIOB
WHTPOTPECCUU 3aTpynHEeHO B nipucytcTBuu ILS cpe-
IV TUBEepCUMULIMPYIOIINXCS BUIOB, IIOCKOJBKY 00a
Mpoliecca CO3Ial0T CXOXHUE IaTTEPHbI HECOOTBET-
ctBus reHeTndyeckux aepeBbeB (Holder et al., 2001;
Meleshko et al., 2021). IIIupokuii cnekTp METOIOB
YUYUTBIBAET 3TO, Npeanonaras ILS B KauecTBe Hyle-
Boii runote3sl (Pease, Hahn, 2015). B nemnom MmeTo-
JIbI, O KOTOPBIX IMMOMIET pe4b, MOTYT IIPUMEHSITBCS U K
OTHENBLHBIM T€HAM, HO UX HAIeXXKHOCTh 3HAYMUTEIIBHO
BO3pACTAET, KOTIa OHU MPUMEHSIIOTCS K JAHHBIM BCe-
ro reHoma (Patterson et al., 2012). OgHako ciaeayeT
MPUHSTH BO BHUMAaHNE, YTO HA OOUH U3 HUX HE JaeT
HaAEXHBIX TOKA3aTeIbCTB MHTPOIPECCUM, TIOITOMY
HeoOXOAUMO MPUMEHSTH JONOJIHUTEIbHBIE METOIbI
JJIsI TIOJIy4eHUs OoJiee NeTaabHOM MHGOpMauu 06
OCOOEHHOCTSIX 3TOTO CJIOXKHOTO Mpolecca.
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Henp3st He ymoMsHYTb MeTOObI KJIacTepU3aluu,
takne Kak STRUCTURE (Pritchard et al., 2000) u
ADMIXTURE (Alexander et al., 2009), HanGosee 4a-
CTO UCIOJIb3yeMBbIE JJIsI OIpeNeeHNUSI CTPYKTYPHI ITO-
IMyJISIUI Ha OCHOBE MYJIBTHJIOKYCHBIX JaHHBIX, KO-
TOpBIe IPUMEHSIIOTCSI TAKXKE JIJISI TOUHOT'O OIIpe/esic-
HUSI 0COOEi CO CMEIIaHHBIMU TeHOMaMU, N3y4eHUS
TMOPUIHBIX 30H, OIpeNeJIeHUs] HATMYUSI UHTPOTpec-
CHUU U I0JIM UHTPOTPECCUPOBAHHBIX JIOKYCOB. OTHUM
13 TIOJB3YIOLIMXCS HaMOOJIbIIEH IOMYISIPHOCTHIO
METOJIOB MCCJIENOBAHUS MHTPOTPECCUM TIPEACTABISI -
ercsas STRUCTURE. On 6a3upyertcs Ha 6aiieCOBCKOM
nmoaxoAe KiacTepu3alluM, MPUYUCIISIONIEM OCO0ei
Ha OCHOBE MX I'€HOTUIIOB K TOW WJIM MHOUW MOMyJs-
U1 IIPpA OOHOBPEMEHHON OLIEHKE YaCTOT ITOITYJISI-
IMOHHBIX aJIIeJIel ¥ IT03BOJISIIOIIEM OLIEHUTD, KaKas
JacTh T'€HOMa OT KaXIOoil O0COOM MpPUHAIJIEKUT K
KaxXXI0i IPpeaKOBOM MONyJISIHUA. MeTom IPUMEHSTIOT
IUIST pa3IMYHBIX TUIIOB MapKepoB (HapuMep, MUK-
poCaTeUITATHI, ITOTUMOP(U3MBI IIUH PECTPUKIINOH -
HbIX (pparMeHTOB — restriction fragment length poly-
morphism (RFLPSs), omHOHYKJIEOTHIHbIE TTOJUMOpP-
dusmebl — single nucleotide polymorphism (SNP)). B
0ojiee paHHUX WCCIAEOOBAHUSIX UCMOJIb30BaINCh
MUKPOCATE/UTUTHI, YaCTO B KOMOWHAIIMY ¢ MUTOXOH -
IpuaJibHbIMU reHamMu (Hampumep, Barilani et al.,
2005). bricTpHIit IIporpecc B METoIax CEKBEHNPOBaHMS
MPUBEJI K UCITOJIb30BaHMIO B 3ToM MeTone SNP u npy-
TMX NOJIHOTreHOMHBIX MapkepoB (Krauset al., 2012; G6-
mez-Sanchez et al., 2018). K HacTosieMy BpeMeHU
HAaKOIWJIOCHh OOJBIIOE YMCIO MCCIASOOBaHWA,
YCHEUIHO IPUMEHSIOINX JAHHBIN ITOIXOM IJIsl MC-
CJIeIOBAaHUSI MHTPOIPECCUM B MOITYJISILMSX 1M aHAIM3a
ruopunusanuu (Beaumont et al., 2001; Goossens et al.,
2002; Thies et al., 2018; Ravagni et al., 2021). OgHaxo,
HECMOTPSI Ha MOMYJISIPHOCTh METOIA, MOJIEINPOBa-
Hue B STRUCTURE conpsikeHO C OrpaHUYEHUSIMU B
OTHOILIEHUY TIOIYJISILIUOHHO-TEeHETUYECKUX MOJIETIeH,
TaKMX KaK coOroaecHue 3akoHa Xapau—Baiinoepra u
paBHoBecue cueruieHus (linkage equilibria) (Jombart
et al., 2010). CnocooHocth STRUCTURE TOYHO oOlie-
HUBaTh CTEIIEHb MHTPOTPECCUM CTaBST IOA COMHE-
HUE, TIOCKOJIBKY €CTh BEPOSITHOCTh HEAOOLIEHKH KO-
JIM4ecTBa oco0eil co cMellaHHBIMU TeHoMaMu (Ha-
npumep, Sanchez-Donoso, 2014). B To xe Bpems B
HemaBHeM ucciaegoBanuu (Ravagni et al., 2021) Ob1-
JIO TIPOBEIEHO MOICIMPOBAaHME HMHTPOIPECCUM U
omnpenesieH psid IMOAXOIOB, KOTOPbIE MOTIYT IOBBI-
CUTb TOYHOCTh OLIEHKHU CTEIIeH! NHTPOTIPECCUU IIPU
ncnoiab3oBaHun STRUCTURE. Meton TaksKe pean-
30BaH B ymnoOHoit BeG-niporpamme STRUCTURE
HARVESTER (Earl, vonHoldt, 2012), pa3spaboraH-
HOI1 crielMaJIbHO JJIs1 OBICTPOTO aHa/IM3a U 0000I11Ie-
HUS BBIXOOHBIX HaHHBIX U3 STRUCTURE. HoBag u
obHoBiieHHast Bepcus fastSTRUCTURE mo3BoJisieT
aHaJIM3UpPOoBaTh OoJbIIMe HaOophl JaHHBIX SNP (Raj
et al., 2014; Elgvin et al., 2017). Insa npeomoieHUs
BBILLIEONMCAHHBIX MOJEIbHBIX OrpaHUYEHUI ObLIU
pa3paboTaHbl ajJbTepPHATUBHBIE METOAbI, TAKUE KaK
Ne 6
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ADMIXTURE (Alexander et al., 2009) u nuckpumu-
HAHTHBIM aHaAJIM3 TJIaBHBIX KOMMIOHEHT uiu DAPC
(Jombart et al., 2010). s TOBBILLIEHUST HAAEKHOCTU
IIpU IIPOBEACHUN OLIEHKY MHTPOTPECCUM JIyJIlIe BCe-
ro KOMOMHUPOBATh pa3paboTaHHBIC IJIST 3TOM LIEIU
STRUCTURE, ADMIXTURE n DAPC (Frosch et al.,
2014). HenpaBuiabHOE oIpeaesieHIe CTeTIeHN MHTPO-
rpeCCUU MOXET IMOBJIUSITh Ha IOHUMAaHME 3BOJIIOLIM-
oHHoi1 uctopum BunoB (Ravagni et al., 2021).

MHorux ucciaegoBaTeeit UHTEpeCyeT He TOJIBKO
HaJIMYNE UJIN OTCYTCTBUE MHTPOIPECCUM, HO 1 KOJIM-
YyeCcTBEHHasI OlicHKa ee BeJIMIMHBI. B KoHTEeKCTEe (hbrto-
TeHOMHBIX ITOOXOAOB ITOI KOJMYECTBEHHOI OLIEHKOM
MOHMMAIOT TIPOIIOPLIMIO 3aMMCTBOBAaHHOIO T€HOMA
WA, OPYTUMH CJIOBAMM, CTEIEeHb WHTPOTPECCHUMU.
Jl1s1 oTOM 1IeaMn pa3paboTaHa cepusl MOIYJISILIMOHHO-
reHETUYECKUX METOIOB.

M3 MHOXecTBa UCMOJIb3YEMbBIX METOJOB ISl OMpe-
JIeJIeHVsI 1 OLIeHK! CTEIIeHW MHTPOrpeccur HamboJee
JacTo MprUMeHsIeTcs Kimaccnmdeckast D-cratuctuka Ile-
TepcoHa, WM TaK Ha3biBaeMblii ABBA-BABA TecT.
JaHHBII TecT, pa3pabOTaHHbBIIA 1 BIIEPBHIE YCIEIITHO
MPUMEHEHHBIN 1JIsI OLIEHKW WHTPOTPECCUU MEXIY
JIPEBHUMM JIIOIbMU COBPEMEHHOTIO TUIIa U HeaHAeP-
tanbuamu (Green et al., 2010; Durand et al., 2011),
MO3BOJISIET pa3indaTh MATTePHBI, BO3HUKAIOIINE
BCJIENCTBUE MHTPOTPECCUU, OT TAKOBBIX, OCHOBAH-
HBIX Ha aHIIECTPaJIbHOM ITIOJIMMOP(PU3ME U IIOCIEoY-
JolIei HEMOJIHOM COPTHUPOBKe NUHUI. B HacTosee
BpeMsI HAKOIMUJIOCh OOJIBIIIOE KOJIUYECTBO MCCICI0-
BaHMI, YCIEIITHO IIPUMEHSIOIINX 3TOT METOM, A1 00-
HapyXeHUSI UHTPOTPECCUU BO MHOTHUX APYTUX IPYII-
nax (Hanmpumep, Dasmahapatra et al., 2012; Fontaine
et al., 2015; Martin et al., 2015; Elgvin et al., 2017; Ku-
mar et al., 2017; Miao et al., 2017; Barlow et al., 2018;
Mao et al., 2018; Andersen et al., 2021; Komarova
et al., 2021; Meleshko et al., 2021). JlaHHBII1 ITOIXOI
MPUMEHUM [JIs1 (PUIIOTEHUM TPEX TAKCOHOB U OTHOM
BHEIIHE! rpynmbl (B JIUTEpaType 0003HAYaeMOM Kak
four-taxon trees), OTHOIIEHUSI MEXIy KOTOPHIMU
MoxHo npeactaButh B Buae (((P1, P2), P3), O)), u3
KOTOPBIX TPH (3a MCKJIIOYEHUEM BHEIIHEN T'pyIIIbl)
MOTY OBITh BOBJIEYEHBI B TIPOLIECCHI MPEAMOIaracMOi
rubpuauzauuu (puc. 26) (Durand et al., 2011). Eciu
MPEAnoI0XUTb MOAOOHBIN ClieHapUii 1 0003HAYUTH
POIUTENILCKUIL ajuienb Kak “A”, a MoYepHUil ajjieilb
Kak “B”, To MBI moJiydnM OBa (PUMIOreHETMYECCKUX
natrepHa: “ABBA” Bkitouaet caiitel, rae P2 u P3 He-
CyT IOYEPHUI1 ajie/b, B TO BpeMs Kak P1 v BHEIITHSIs
rpynna (O) — pomurteinbckuii; marrepH “BABA”
MpeacTaBiIsieT caliTel, rae, HaoobopoT, Pl u P3 Bkito-
YaloT OO pONUTEILCKUI ajljieib, 3a UCKIIOYCHU -
eMm P2 u BHemHeu rpyniisl (puc. 26). [Ipu cueHnapun
HEIOJIHOM COPTUPOBKMU JIMHUI O3 TOoToKa T'eHOB
natrepHbl “ABBA” u “BABA” Oyayt BcTpedaThcs
onuHakoBo JacTo. [Ipesbnienne “ABBA” n “BABA”,
MpUBOIsAIIee K 3HAUCHMIO D-CTaTUCTUKU, 3HAYM-
TEJIbHO OTJIMYHOMY OT HYJISI, CBUIAETEILCTBYET O I10-
TOKE TeHOB MEXIy nByMsI TakcoHaMu. M30BITOK 11aT-
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TepHOB “ABBA” yKa3sIBaeT Ha IMOTOK I'eHOB MEXIY
TakcoHamMu P2 u P3, a u3osiTok “BABA” yka3siBaeT
Ha nmoTok reHoB mexay P1 u P3 (puc. 26). Hano ot-
METHUTh, YTO BCE YUMTHIBAEMbIE CAliThl B BEIpaBHUBA-
HUSX TOC/IeN0BaTeIbHOCTEN JOJKHBI OBbITh Oua-
JenbHbIMU (biallelic sites), mpu 3TOM BHELIHSISI TPYTI-
Ia Bcerda OomIpelneisieT aHIeCTpaibHOe (IIPEIKOBOE)
cocrosiHue (ayienb A). Ellle omHO TpakTHuecKoe
orpaHMYeHME METO/Ia 3aKJII04aeTCs B TOM, 4TO D-cTa-
TUCTUKA I YETBIPEX TAKCOHOB HE MOXET OOHapy-
KHMBaTh MHTPOIPECCUIO MEXIY CECTPMHCKHMMU TaK-
coHamu P1 u P2 u mo3BoisieT onpeaesnisiTb He HarpaB-
JICHWE WHTPOTPeCCUur, a JIMIIb €€ Haludue WIN
OTCYTCTBHUE (HEOIpeaeJeHHOE HallpaBJIeHUE MEXIY
P2 & P3 wiu P1 & P3; Durand et al., 2011). Kpome
Toro, D-craTucTrKa OBITa TIepBOHAYaIbHO pa3pado-
TaHa I OOHapYXXEeHUs MHTPOTPECCUM B MacllTabde
Bcero reHomMa wiu Bceil xpomocombl (Green et al.,
2010). Beruncinenune 31Ol CTaTUCTUKM IJisi HEOOJIb-
IIIMX y4aCTKOB FT€HOMAa UJIM KOHKPETHBIX JIOKYCOB JIJIST
KOJIMYECTBEHHOM OLIEHKM WHTPOTPECCUU MOXKET
MIPUBECTU K HEHANEXKHBIM pe3yabTaTaM, ITOCKOJIBKY
pe3yabTaThl D-CTaTUCTUKUA UMEIOT TEHASHIIUIO IPYII-
IMAPOBAThCS B PErMOHaX C IMTOHWKCHHBIM IeHeTHUYe-
CKMM pa3HOOOpasreM M HU3KOU CTEeIEeHbIO PEKOM-
ouHaiuu (Martin et al., 2015). IlpumeyarenbHo uccie-
JIOBaHUE TUPaHHOBBIX MyXojoBokK  (Tyrannidae),
BBITNIOJIHEHHOE HAa OCHOBE CHJIBHO OTPaHUYE€HHOI0 Ha0O-
pa SNP nokycoB (2710 SNP) c wucnoib3oBaHUEM
ABBA-BABA tecta (Rheindt et al., 2014). B sTtom
HCCIIENOBAaHUY OBbLIa BBINOJHEHA PEKOHCTPYKIIUS
9BOJIIOLIMOHHOM UCTOPUM (hEeHOTUIIMYECKU MO3ary-
HOI TIOMYJISILIMM 30JI0TOJI000r0 KapJUKOBOTO TH-
panHa (Zimmerius viridiflavus), 0COOEHHOCTU
OKpacKu OIlIepeHUsT KOTOPOTO CXOXHU C TAaKOBBIMU
3jaToMuoro TupaHHa (Z. chrysops). Kaptupys
npenrojgaraeMble MHTPOTPECCUPOBAHHBIE JIOKYCHI
o pesyiabTaTaM TecTa ABBA-BABA Ha reHoMm 3¢06-
poBoii amanuHsl ( Taeniopygia guttata), ucciienoBarte-
JI1 OOHApPYXWIM TECHYIO CBSI3b HEKOTOPHIXx SNP-
natrtepHoB “ABBA” ¢ reHamu, y4acTBYIOIIMMU B
MPOU3BOACTBE KJIETOK U IIa3MaTUYeCKUX MeMOpaH.
YuuteiBasi CBsI3b MEXIY KIETOYHBIMM MeMOpaHaMu
U OKpACKOIl OIlepeHMUs], aBTOPhI MpPEnroaramT, 4To
MEXIY 3TUMU MO3aUYHBIMU TIOTTYJISILUUSIMUA U Z. chrys-
0ps MOTIJIa IPOUCXOOUTh MHTPOIpecCcusl ajllelieii re-
HOB, ONpEIENSIIONINX OKpacKy ornepeHusi. OmHako,
KaK OTMEYEHO BbIlIE, 3TU JIOKYChl He 00s13aTeJIbHO
MOIJIA OBITh MHTPOTPECCUPOBAHBI, HO MOTYT IIpea-
CTaBJISITb TEHOMHbBIE O0JIACTU C HU3KUM TeHeTuYe-
CKUM pa3zHooOpa3reM B pe3yJibTaTe IeiiCTBUSI BBIME-
Tawpllero orbopa. B 1ieaom kimaccuyeckasa D-cTaTu-
CTMKA BMAWUTCS HaIEXHBIM TECTOM [UISI ITOMCKa
clIie0B MHTpOTpecCUur B MacluTabe Bcero reHoma,
OIHAKO HEOOXOIMMO HCIIOIb30BAHNE TOIIOJTHUTEIIb-
HBIX METOJIOB IIJIsI TIOJIydeHUs1 OoJiee neTalbHON MH-
dopmalrum 06 0COOEHHOCTSIX 3TOrO IIpoliecca.

Hcnonb3zoBaHue Nuilb D-CTaTUCTUKUA HE OAET
OOBEKTUBHOI OLICHKU JOJIM MHTPOTIPECCUPOBAHHBIX
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JIoKycoB B reHoMe (Martin et al., 2015; Hamlin et al.,
2020). OgHo U3 NpemIoXEHHBIX paclliupeHuit D-cTa-
TUCTUKU, TaK Ha3bIBaeMoe Dp, BHOCUT OJHO IIPOCTOE
JIOTIOJTHEHUE — J00aBjiceHNEe B 3HAMeHaTeIb (hOPMYJIbI
noncyeta caiiToB “BBAA”, 4To 3HAYUTENILHO YIIy4-
IIaeT OLEHKY MPOIIOPLUMU WHTPOTPECCHPOBAHHBIX
JIOKYCOB IO CpaBHEHMIO C KJIaccUueckKoit D-ctaTu-
crukoit (Hamlin et al., 2020). OgHaKo TaHHEBINA CIIO-
co0 MMeeT TEeHACHIIMIO HEMOOLIEHMBATh PeaJlbHYIO
MPOIIOPIIMIO 3aUMCTBOBAaHUI, I €70 TOYHOCTh ITOBHI-
maeTcs Ipu 00Jiee HU3KOM CTeNeHW MHTPOIPECCUU.

Jpyroii anpTepHATWUBHEBIN ITOIXON, CTAaTUCTHKA
oTHoweHuii F4 (F4-ratio estimation) wiu a-craTu-
CTHKa, paHee Ha3bIBaeMasl f4-01eHKOI IIPOMUCXOXKIS-
Hus (f4-ancestry estimation; Reich et al., 2009), cne-
HUAIU3UPYETCS Ha OLIEHKE OOJM 3aMMCTBOBAaHHBIX
TeHOB B CMEIIAaHHOW ITOIyJISIIuKM Ha ocHoBe SNP
Bcero reHoMa (Patterson et al., 2012). Tect npoBoauT
CpaBHEHHUE HAOII0AaeMOro 3HAUYeHMS MHTPOTIPECCUN
C OXMAAeMbIM B CIICHApUU, MPU KOTOPOM HHTPO-
rpeccupoBaH Bech reHOM. CTaTHMCTHKA IIPUMEHMMA
IUIST JAHHBIX OT IISITU TAKCOHOB, BKJIIOYAs BHEIITHIOIO
rpyniy. Merton pa3pa®boTaH U BIOEpBBIC IIPUMEHEH
IUIST UCCICIOBAHMS MCTOPUU MOMYJISIIUI TI0nei 13
Munuu (Reich et al., 2009) u B nayibHe111eM UCTIOTIb-
30BaJICSI B OCHOBHOM UISI OLIEHKHU IIpuUMeceid B pa3-
JUYHBIX nomysamnusix 4denoBeka (Gallego Llorente
et al., 2015; Isshiki et al., 2020; Mineta et al., 2021).
BaxnabpiM nipenMyinectBoM F- u D-CTaTUCTUK OydeT
TO, YTO OHU 3aBUCSIT TOJBKO OT YACTOT MOMYJISIIIMOH-
HBIX aJuiejieil, U IJIs1 OLIeHKU He TpeOyeTcsa nHdopMa-
s o rarutoturnax (Gautier et al., 2021). HyDe, pea-
JIM30BAaHHbLIN KaK MaKeT Ha SI3bIKE IIpOrpaMMMUpOBa-
ausa  Python, aHamormyapiM 00pa3oM OIICHWBAET
CTEeTeHb MHTPOTPECCUU B CLIEHApUX TMOPUIOTeHHOTO
BUI000pa30BaHUS, UCIIONb3YSl JIMHEHbIE KOMOMHA-
1IMY TIPOM3BOAHBIX MaTTepHOB caiiToB (Blischak et al.,
2018; Kubatko, Chifman, 2019). HyDe aBToMaTH31-
pyeT oOHapyXeHHe TUOpMAW3AIMHU IJIST OOJIBIIOrO
Yucja BUIOB Y MOXET MPOBOAUTH IMPOBEPKY TUITOTE3
KaK Ha MHIVBUAYAJILHOM YPOBHE, TaK 1 Ha YPOBHE
nonyJsiuii. MeTon naeT oueHb TOYHYIO OLICHKY CTe-
IIEHU MHTPOTPECCUH, KOLJa BEITIOIHSIETCS €T0 IPEIIo-
JIOKEHVE O TMOpMOW3aliu, U TPUEeMIIEMYIO OLIEHKY,
Korna gonymieHust Hapyiatorcst (Kong, Kubatko, 2021).

Craructuka fd (Martin et al., 2015) MoXeT ObITb
MPUMEHMMA K JAHHBIM MO HEOOJBIIIOMY YJacTKy re-
HoMa. [Tono6GHO Dp, 3TOT METO TaKKe UYyBCTBUTEIEH
K HaIpaBJeHUIO0 UHTPOTPECCUU, MTOCKOIbKY OlLIEHU-
BaeT JOJII0 TeHOMa, TTOJyYeHHYIO OT MOMYJISIUU J0-
Hopa. B HEKOTOpOIi cTereHu cTaTUCTUKA fd pelaer
3Ty npobiieMy, Npeamnoaras, 4YTo Monysius ¢ 60-
Jiee BLICOKOU MPON3BOAHON YacTOTOM ajiiesieii OyneT
JIOHOPOM Ha Kaxnowm caiite. TeM He MeHee fd umeeTr
TEHJEHIIWIO HEOOIIEHMBATh JIOJI0 UHTPOTPECCUPO-
BaHHbBIX JIOKYCOB B TOM cliydyae, Korjaa TakcoH P2 sB-
JISIETCSl JOHOPOM.

KYPHAJI OBILIEN BUOJIOTUU

KOMAPOBA, TJABPEHYEHKO

YT00HBI OLICHUTH HAIPaBJICHUE MHTPOIPECCUU IS
¢dmIoreHNN Tpex MJM YeThIpeX TAaKCOHOB, HEIOCTa-
TOYHO pacriojlaratb WH(opmalueii, cogepxkaiieics
B gacTtoTrax marrepHoB “ABBA” 1 “BABA”. Tem He
MeHee, eCJIU JOCTYIHA MH(MOPMALIUS O IISITOM TaKCO-
He (Pease, Hahn, 2015) umu o monumopdusme st
YeThIpeX HAaHHBIX TakKCOHOB (Martin, Amos, 2021),
BO3MOXHO OIIpeieieHUue HalpaBIeHUs MHTPOIrpec-
cun. Tak Ha3bIBaeMas “partitioned D-statistics” ctana
TIEPBOI1 TIOIIBITKOM MOJIYIUTh CBEICHMSI O HaIlpaBJie-
HUY UHTPOTPECCUU i1 (PUIIOTEHUU C IISIThIO TaKCO-
Hamu (Eaton, Ree, 2013). OgHako M30BITOYHOCTH B
MofcYeTe MATTePHOB CANTOB JIeIaeT Pe3yabTaThl 3TO-
ro TecTa HE HHTepPIIpeTUpyeMbIMU. 11 pelieHus
aTOi1 TIpobJsieMbl ObUla paspadboraHa DFOIL craTtu-
cruka (Pease, Hahn, 2015) mist dpuioreHun U3 mmsaTu
TaKCOHOB (YKOPEHEHHOE IePEBO C YEThIPbMS TaKCO-
HaMU ¥ OIHOM BHEIITHEM TPYIINOi1), OTHOLLIEHUST MEXTY
KOTOPBIMM MOHO npencTtasuth B Bune (((P1, P2),(P3,
P4)),0), u3 KoTopbIX YeThipe (3a HCKIIOYCHUEM
BHEIITHEH I'PYMIThI) MOTYT OBITh BOBJICUYEHEI B IIPOLIECCHI
npearojgaraemMoi ruopunmzanuu (puc. 2e). DFOIL
CO3JIaeT CUCTeMYy M3 YeThIpeX D-CTaTUCTUK (TIpuMe-
HUMOCTbD K KaXKIOMY M3 YETHIPEX TAKCOHOB), TECTUPYSI
Kaxaoe 13 16 BO3MOXHBIX COOBITUI 1 HaIlpaBIeHUI
uHTporpeccuu. [ToMumo onpeneaeHnsI TAKCOHOB, BO-
BJICUEHHBIX B MHTpOTpeccuto, cratuctuka DFOIL tak-
XKe IIpemocTaBisieT MH(GOPMAIMIO O HaMpaBICHUHN
MEXTPYIIIOBBIX UHTPOIPECCUM, B YACTHOCTU UIEHTH -
GuLMpys TaKCOHBI-IOHOPLI U peUUIIMEHTHL. B coBO-
KYITHOCTH BCE€ YEThIpE pacCMaTpUBaeMble CTATUCTUKU
cozepxkar 0oJibllie ”H(pOpMaILIUX, YeM CyMMa OTICIb-
HBIX D-TectoB. Meton DFOIL vcXoouT U3 MPEarno-
JIOXEHUSI, YTO (PMIIOTE€HUSI YEThIpeX TAKCOHOB CHM-
METpUYHa, C ABYMSI MapaMud CECTPUHCKMX BUIIOB
(puc. 2¢). I1pu Takoit KoHdUTypalluK IepeBa CTaHO-
BUTCSI BO3MOXKHBIM OIIPENEsISITh HaIlpaBICHUE WH-
Tporpeccuu (T.e. UIEHTUDUIIMPOBATh BUIBI-TOHOPBI
W PELMIIMEHTHI), IOCKOJILKY HallpaBJIeHME BIUSICT Ha
OTHOIIECHUSI MEXAY BUIOM-IOHOPOM, BUIOM-PEILI-
IMAEHTOM U €r0 CECTPUMHCKUM TakcoHoM. K coxare-
HUIO, TECT He paboTaeT, ecliu JIepeBO BUIAOB acUM-
METpUYHO (pHcC. 22).

Maptus u Omoc (Martin, Amos, 2021) moka3zanu,
yTO MH(pOPMALYS O CTEIIeHW, HallpaBJIeHUN U Bpe-
MEHU MHTPOTPECCUM B (PUIIOTEHUU ISITU TaKCOHOB
OymeT OOCTYIIHOM, eClIyd BKJIIoYaTh B aHaIW3 He-
CKOJIBKO 0co0eii oT omHoii JuHuu. ITogxon, Ha3BaH-
HEI1 YaCTOTHBIM CIIeKTpoM D, unu Dfs, olleHuBaeT
D-cTaTuCTNKY B KaXIOM sSUeiike OOIIero MoydeH-
HOTO YaCTOTHOTO CIIeKTpa ajuiesieid, TTOCTPOEHHOTO
IUIST IBYX CECTPMHCKUX TAaKCOHOB. OXWITaeTcs, 4TO
¢dopmMma crexkrpa Dfs OyneT 3aBUCETh OT HAIIPABJICHUS
MHTporpeccun. Ecim oguH M3 CECTPUHCKUX TaKCO-
HOB PELMITMEHT — CIIEKTpP cMellaeTcs BiaeBo. Hampo-
TUB, €CJIU CECTPUHCKAS JIMHMUS JOHOP, a HECECTPUH-
CcKasl — PELUNUEHT, CJIeIYyeT OXMUOATh, YTO CIIEKTP
OyIeT IUIOCKMM, IMOCKOJIbKY YaCTOTHBIMA CIIEKTp He-
CECTPMHCKO TMHUU HE UCIOJb3YETCs IJISI IOCTPOe-
Ne 6
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Hus Dfs. CrerieHb aCUMMETPUM BJIEBO 3aBUCHUT OT
BpPEMEHU MHTPOTPECCUU, B TO BpeMsI KaK JIOJISI MH-
TPOIPEeCCUU BIIMSIET HAa BEIUYUHY D-CTaTUCTUKU B
saueiikax. Ha ¢dopmy cnexrpa Dfs Takke MOTYT BIIM-
ITh AeMorpaduyeckass MCTOPUSI U CMEILICHUS MpU
0oJIee CIIOXKHBIX CLIECHAPUSIX MTHTPOIPECCUU, TIOITOMY
HEOOXOOUMO MpeABaPUTENIFHO BHITIOIHATH MOACIV-
poBaHMe, YTOOBI TPOTECTUPOBATH PA3JIMYHbBIC ClICHA-
puu uHTporpeccuu (Martin, Amos, 2021).

ANTOPUTMBI KJIacCUYeCKOM D-CTaTUCTUKU U ee
MoIu(UKaAILIMU peaIM30BaHbI B JOCTYITHBIX TAKETax B
pa3IUYHBIX SI3bIKax mporpammupoBanusd (Python, R)
(Patterson et al., 2012; Blischak et al., 2018; Petr et al.,
2019; Mussmann et al., 2020; Gautieret al., 2021; Ma-
linsky et al., 2021; Martin, Amos, 2021). Ctout ot™Me-
TUTH KOMILJIEKCHYIO TporpamMmmy COM P-D, 1103BOJISI-
IOIYI0 OOBEIUHSATh Pe3yabTaThl Kiaccuueckoit D u
DFOIL cratuctuk. OHa 3¢(peKTUBHA B BEIIOJTHEHUN
BCEX HEOOXOONMBIX BBIYUCIICHUI M3 OOIINX (PUIore-
HETUYECKUX U TTOMYJSILIMOHHO-TeHEeTUYeCKUX (op-
MaToB HporpaMMHBIX ¢aityioB (Mussmann et al.,
2020). Ocoboe BHMMaHME CTOUT OOpaTUTh Ha IIPO-
CTYIO B MCMOJb30BaHUM TIporpamMmy Dsuite, B KOTO-
poii peann3oBaHbI BO3MOXHOCTH BBIYMCIICHUSI He-
CKOJIBKMX CTaTUCTUK onmHOBpeMeHHO (D u f4). Dsuite
3HAUYUTEIbHO OoJjiee 3(PpPEeKTUBHA C TOYKM 3pEHMUS
BBIYMCJIEHUI, YeM CONOCTaBUMBbIE IIPOTPaMMBbI, U
TIpEenOCTaBIIIeT YIOOHBIN HA0Op MHCTPYMEHTOB, 00-
JIETYAIOILIMIA OLIEHKY HAJIW4UsI TTOTOKAa T'€HOB, OCO-
O6eHHO B Oonbiux reHomax (Malinsky et al., 2021).
st aHanm3a JaHHBIX, TTOJIyYeHHBIX METOIAMM MOJI-
HOT€HOMHOTO CEeKBEHUPOBaHUSI 11€JI0TO ITyjia oopas-
noB (Pool-seq) n monxogamu F-CcTaTUCTHK, pa3pado-
TaH CrelraIbHbIN MporpaMMHbIit akeT B R — poolfstat
(Gautier et al., 2021). W, HakoHel, admixr — Tpo-
rpaMMHBIIT makeT B R, o6ecneuynBaromuyii yanoOHbII
uHTepdeiic NI BHITOIHEHUSI KOMIIJIEKCHOTO MOy~
JISILIMOHHO-TeHeTUYecKoro aHanusa (f3, D, f4-ratio), pa-
Hee peallM30BaHHOTO B IIPOrpaMMHOM IIaKeTe
ADMIXTOOLS ¢ ucnonb3oBaHMEM KOMAaHIHOM
ctpoku (Petret al., 2019). O6benuHsIsI Bce 3Tanbl pa-
Oouero Ipoliecca B emnHOM cpene R, 3ToT maker 1mo3-
BOJISIET aBTOMAaTU3MPOBAThb aHalM3, 3HAYUTEIbHO
yiydiiasi BOCIIPOU3BOIUMOCTD TOMYJISIHIUOHHO-Te-
HETUYECKUX UCCIIeIOBAHMIA.

OUIIOTEHETUYECKHME CETU: METO/1bl
MPEACTABJIEHWA 5BOJIOLHMOHHbBIX
NCTOPUU B ITPUCYTCTBUU
PETUKYJSAPHBIX COBBITUN

[HIupokuit HA0OpP METOIOB B (PUIOTEHETUKE OC-
HOBAaH Ha aJIrTOPUTMAaX, IIPEICTaBIISIONINX 3BOJIIOLIAIO
HCCIeAyeMbIX TAKCOHOB B BUJI€ TaK Ha3bIBaeMbIX (DU-
JIoreHeTU4eCcKuX cereil (phylogenetic networks). Ile-
pexon oT pUITOTEHETUUECKUX JepeBheB K (pUIoreHe-
TUYECKUM CETSIM — €llle OIUH CITOCO0 CIIPaBUTHCS C
pa3rpaHMYeHUEM IIPOLIECCOB MHTPOIPECCHUU M He-
MOJIHOM COPTUPOBKMU JUHUN. B nmureparype MoxXHO
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BCTPETUTH pa3INIHbIC IIPUMEHEHHSI 3TOIO TepMUHA
¥ IIO3TOMY JaTh O0IIIee OoIpeacIeHIe BeChMa CI0XKHO.
IMon dpunoreHeTMYECKMMU CETIMU MOXHO IIOHMMATh
o001 HampaBIeHHBI rpad, HA KOTOPOM TaKCOHBI
MIpeNCTaBICHbI B BUJIE Y3JIOB, a X BOJIIOLIMOHHBIC OT-
HOILIEHUSI — B BUue pedep (Ha (pUIIOreHeTUYEeCKUX
JIepeBbsIX pedpa cOOTBETCTBYIOT BeTBAM) (Huson,
Bryant, 2006). ®dunoreHeTUYECKUE CETH — aJIbTEpHA -
TUBHBIIA BapUaHT IIpeACTaBIeHUs] (MIOTCHETUYECKIX
B3aIMOOTHOIIIEHUI MEXIy TaKCOHAMM, a TakKXe OC-
HOBHOU WHCTPYMEHT IS WJIJTIOCTPALUM CJIOXHBIX
9BOJIIOLIMOHHBIX MCTOPUM, COIPOBOXIAIOIINXCS
PETUKYISIPHBIMUA COOBITUSIMU (TMOpUIU3AIINAS, WH-
TpOrpeccusi, TOpU30HTAIbHbIN ITepeHoc reHoB (hor-
izontal gene transfer, HGT) u npyrue), KoTopbie He
MOTYT OBITh IIPEACTaBICHBI B Buae nepesa (Morrison,
2014). Jlaxxe eclii 9BOIIOLMS NCCIEAYEMbIX TAKCOHOB
IIPOMCXOAMJIA COMIACHO IPEBOBUIHOI MOIEIIN, CeTU
IMO3BOJISTIOT 0Oo0Jiee HAIISIMHO OTOOpaXkaTh HEOMHO-
3HaAYHbIe (QMJIOTEHEeTUYECKME CHUTHaJbl B Habopax
JIAaHHBIX, KOTOPbIE MOIJIN ObITH BEI3BAHBI HEOMOJIOTI -
YeCKMMU NpUYMHAMM, TAKUMU KaK, HaIlpuMep, He-
KOPPEKTHOE BbIpaBHUBaHME IMOCIEN0BATEIbLHOCTEN,
CJIUIIIKOM KOPOTKMUE OTAE/IbHbIE TMOCAeI0BaTEIbHO-
CTH, HEIMpPaBUJIbHO TMOJ0OpaHHBIC MOIEIU HYKJIEO-
TuaHON 3Bomonuu 1 apyrue (Huson, Bryant, 2006;
Degnan, 2018). CyiiecTByloT aBa OOJBIINX KJIacca
(GMITOreHeTUIECKNX CeTel: HeYKOpEeHEHHBIC a0CTPaKT-
Hble ¢uroreHeTndeckue cetu (implicit phylogenetic
networks) 1 yKopeHeHHbIe sIBHbIe ceTH (explicit phylo-
genetic networks) (Kloepper, Huson, 2008). I1epBsriit
KJIaCC CeTei CTPOST IJISI OTOOpaxkeHWs W aHajlmn3a
KOHMJIUKTYIOIINX (QUIOTeHEeTUYECKUX CUTHAJIOB B
MMeEIoIIeMCsI Habope TaHHBIX; IS ydeTa 3TUX Hepas-
pELIEHHBIX CUTHAJIOB 4YacTO HEOOXOMMMO Haaudue
Y3JI0B Ha CETH, HE IIPEACTABIISIIOIINX ITPEIKOBBII BUJL
(Huson, Bryant, 2006). [ToaToMy Takue CeTH TIpem-
CTaBJISIIOT “HesIBHbIE” 9SBOJIIOLIMOHHBLIC CLEHApUU
(Kloepper, Huson, 2008). K aTomMy Kjiaccy npuHai-
JiexXaT TaK HasblBaeMble CETHM paclieruieHust (split
networks), rae Kaxmoe peOpo AeJuT Habop TAaKCOHOB
Ha JIBe HeIlepeceKalollruecs: rpyInbl (paciueruieHus),
pacmojIoXeHHbIE Ha pa3HbIX cTopoHax BeTBeit (Huson,
Bryant, 2006). CyiiecTByeT LeJIbIii psiI MPU3HAHHBIX
METOIOB IJIsl BBIYMCJICHUS HEYKOPEHEHHBIX CeTeid
(median networks — Bandelt et al., 2000; split decompo-
sition — Bandelt, Dress, 1992; neighbor-net — Bryant,
Moulton, 2004; consensus networks — Holland et al.,
2004; supernetworks — Hassanzadeh et al., 2012). bo-
Jiee TIOAPOOHYIO XapaKTepUCTUKY JaHHOTO TUIIA Ce-
Teii M aJITOPUTMOB MX BHIYMCJICHUS MOXHO HAalTH B
0030pHOIi padote XycoHa u coanT. (Huson et al.,
2010). Bropoii kjmacc ceTeil BBIUMCISIIOT IS TIpel-
CTaBJIeHUSI “SIBHBIX” UCTOPUI MCCIIEAYEMBbIX TaKCO-
HOB, KOTOPbIC 3BOJIIOLIMOHUPYIOT B paMKax MOICIH,
BKJTIOYAlIOIell KaK COOBITUSI BUTIOOOpa30BaHUsI, TakK
U PEeTUKYJsIpHBIEe TIpoliecchl. [ToaToMy Takue ceTu
Ha3bIBAIOT TaKXKe PETUKYISIPHBIMU CETSIMU (PEKOM-
omHaHTHBEIMU ceTssMu — Huson, Kloepper, 2005; ce-
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Tsamu Tuopuauizanuu — Huson et al., 2005). Metomst
JUIST TIOCTPOEHUSI YKOPEHEHHBIX PETUKYISIPHBIX Ce-
Teil MpeAcTaBIEHbI OTpaHUYEHHLIM HAaO0OpPOM ajro-
PUTMOB, OTOOPAXKAIOIINX SBOJTIOLIMOHHbBIE CLIEHAPUU
B BUJIe 000011IeHHOTO (PUIOTeHETUYECKOTo IepeBa 13
Habopa YKOPEHEHHBIX PEKOHCTPYUPOBAHHLIX IeHe-
Tnyeckux aepeBbeB (Morrison, 2014). BayrpenHnue
y3JIBI B TAKOM CETU MPEICTABIISIIOT IPEIKOBBIC TAKCO-
HEI, a Y3JIbI C IBYMSI pOAUTEILCKUMHU TaKCOHaMM (pe-
TUKYJISIPHBIC Y3JIbl) COOTBETCTBYIOT PETUKYJISIPHBIM
COOBITHSIM, TAKUM KaK TMOpUIU3AINS U €€ TMOCHe] -
cTBUSI (MHTPOTpPECCHUS), PEKOMOWHALIUS WA TOPU-
3o0HTaNbHBIN TIepeHoc reHoB (Huson, Kloepper,
2005). ITogo6HOro THUIA CETH MO3BOJISIIOT HAIMISIAHO
WUTIOCTPUPOBATh HaJIUYME PETUKYIISIPHBIX COOBITUI
U CITOCOOCTBYIOT IIOHMMAHMIO TOTO, B KAKOI CTEIIEH!
5TU NPOLIECCHI TTOBIUSIIN Ha 3BOJIOLNI0. CTOUT IO -
YEepKHYTb, YTO HA OIMH U3 CYIIECTBYIOIINX METOIOB
IMOCTPOEHUST SBOTIOLUOHHBIX CeTel (Ipyroe Ha3Ba-
HUe U1 “SIBHBIX” ceTeit) He TTOIb3yeTCs TOIYJISIpHO -
CThIO B KayeCTBE PYTMHHOIO WHCTPYMEHTA PEKOH-
CTPYKUMU 3SBOJTIOLUMNOHHON HMCTOPUU MCCIIEIyEeMbIX
TaKCOHOB B TIPUCYTCTBUU TE€X WUJIU UHBIX PETUKYIISIP-
HbIx coobITuit (Huson et al., 2010). OqHako BO3MOX-
HOCTHU CYIIECTBYIOIIUX HA JAHHBI MOMEHT UHCTPY-
MEHTOB OTOOPAKeHUST SBOJIOLIMOHHBIX CETE MOTYT
cTaTh MHOrooOeIaloleil cTpaTerueii mist ooHapy-
KEHUSI COOBITUI UHTPOTPECCUN B SBOTIOLIUN BUIOB.

Ha nmocTtpoeHue ykopeHeHHBIX PETUKYISIPHBIX Ce-
Teil rMOpuaM3alMy HampaBjieH OAWH U3 HauboJjee
W3BECTHBIX KOMOMHATOPHBIX MOAXOIOB, Ha3bIBae-
Mbliit HYBRIDNUMBER v 0CHOBaHHBIN Ha ITOJICYETE
MUHUMAJIBHOTO YMCJa COOBITUI TMOpUAU3AIIAN TSI
KOMOMHALIMI 13 IBYX YKOPEHEHHBIX OM(dypKallMoH-
HbIX nepeBbeB (71 u 72, puc. 20) (Bordewich et al.,
2007). OH oTnn4aeTcst 00JbIIeit TOUHOCTHIO U OTCYT-
CTBHEM MOJEIbHBIX OTPAaHUYEHU B OTIMYHME OT €T0
npenbiaymux aHajgoroB (Hallett, Lagergren, 2001;
Huson et al., 2005). Ero 3agaua 3akiiroyaeTcsi B TOM,
4YTO MOJIEJIb, YIUTHIBAsI HA0OOp M3 IBYX YKOPEHEHHBIX
¢unoreHeTUYECKMX IepeBbeB (HAIpUMEpP, OMHO Ha
OCHOBE SIIEPHBIX T€HOB, IPYro€ — MUTOXOHIpUAJIb-
HEBIX) OT X TAKCOHOB, BBIUMCIISIET YKOPECHEHHYIO (D1~
JJoreHeTn4ecKyo cetb N (puc. 20) (mpenmoJaras,
YTO TUOpUAM3ALUS — NPpUIMHA HEKOHIPYIHTHOCTU
JIBYX IE€PEeBbEB), COMECPKAIILYI0 0000IIEHHOE AePEBO
¥ UMEIOIIYI0O MUHUMAaJIbHOE KOJINYE€CTBO PETUKYJISIP-
HBIX Y3JIOB, HEOOXOAUMBIX IJIsI OOBSICHEHUS 3BOJIIO-
LM pacCMaTPUBaeMbIX TAKCOHOB. HIKHSIsI rpaHuiia
yurciaa COOBITMM TMOpUAN3allii OyIeT ImoKa3aTeleM
TOTO, B KaKOil CTeIeHU r'uOpuau3aiysi moBausijia Ha
SBOJIIOIIMOHHYIO MCTOPUIO MCCIECIYEMBIX TaKCOHOB.
OnHako, UCIOAb3ys JaHHBIN MOIX0I, HEJIb3s IIPOBEe-
CTU aHaJIU3 BBOJIIOLIMOHHBIX UCTOPUI TIPU HAJIMYUU
JIPYruX OMOJIOTMYECKUX COOBITHI, Takmx Kak ILS.
IMTomxon 6bLT pa3paboTaH M YCIEITHO IIPUMEHEH IS
WCCJIENOBAaHUI MPOIECCOB TMOpUAN3AUN B CeMeEii-
cTBe MATIMKOBBIX Poaceae (Barker et al., 2001; Bor-
dewich et al., 2007). DTOT ajropuT™M peajrm30BaH
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KaK TaKeT B gA3bIKe porpamMmMmupoBanus Perl u Ha-
XOOMUTCSI B OTKPBITOM AocTyIie. Ilpenbiayiiye aHa-
JIOTH TIOAXOAA JJIA TTOCTPOEHUS CeTeil TMopuam3a-
LMY PeaJTn30BaHbl B YHUBEPCATBHOM ITPOrpaMMHOM
nakete SplitsTree4 (Huson, Bryant, 2006).

Oco60e BHUMaHMWE CTOUT OOpaTUTh Ha KOMITJIEKC-
HBIIl TIporpaMMHBbIN TTakeT PhyloNet Ha sI3bIKE TTPO-
rpammupoBaHus Java (Than et al., 2008; Wen et al.,
2018), pa3paboTaHHBII B OCHOBHOM ISI PEKOH-
CTPYKUMU Y UHTEPIPETALUU SBOJIOLIMOHHBIX CETEA.
PhyloNet npy MOMOILIY aJITOPUTMOB MaKCUMAaJIbHOTO
npasaononoous (InferNetwork ML) BRIBOIUT peTU-
KYJISIPHYIO CeTh Ha OCHOBE Habopa reHeTUYECKUX Ae-
DPEBbEB U MPOBOIUT JOTIOJHUTEIbHBIM aHalu3, UC-
MOJIb3Ysl AITOPUTMbI MAaKCUMAJIBHOTO MCEBAONPABAO-
nonobust (InferNetwork MPL). KpoMe Toro, B cBoeit
pacumpenHoii Bepcum (Wen et al., 2018) PhyloNet
BKJIIOUYAET JIOTIOJTHUTEIbHBI HAOOp aJITOPUTMOB LIS
TMOCTPOEHUST IBOJIOIIMOHHBIX ceTeit ¢ yuetom ILS.
Meton nposiBuil cebsl Kak HaaeKHbIii MHCTPYMEHT
MpPU OLIEHKE HaTUYus UHTPOTPECCUU MEXIY CEeCT-
PUHCKUMMU BuaaMu. Tak, aHaau3 FreHOMHBIX JaHHBIX
BCEX HbIHE >XKMBYIIIUX BUIOB MeIBeieil C UCTIOIb30Ba-
HueM PhyloNet TponeMOHCTPUPOBAJI, YTO MHTPO-
rpeccust MexXIy IapaMu OJIM3KOPOJACTBEHHBIX BUIOB
ropazno 6oJyiee 0ObIYHOE COOBITUE, YEM ITO MPEATIO-
nmaraioch panee (Kumar et al., 2017). HenaBHee nc-
cliefoBaHNe 3BOJIIOLIMU CEPOrpydoii MypaBbeIOBKHU
(Myrmoborus lugubris) Xopol10 WILTIOCTPUPYET HEOO-
XOJIMMOCTb MPUMEHEHUS] METOJIOB TOCTPOEHUS (hu-
JIOTEHETUYECKUX CETeM IJIs1 OLIEHKU (pUJIOTeHeThYe-
CKUX B3aUMOOTHOILIEHUI B MIPUCYTCTBUU MOTOKA re-
HOB (Thom et al., 2018). Tak, ncrmonb3oBaHNE 3TOTO
MeToJla MO3BOJIMJIO TTO0Ka3aTh, UTO JBa U3 YeThbIpeX
MoaABUIOB 3Toro Buna (M. lugubris femininus u M. lu-
gubris lugubris) BOBIeUYEHBI B IIPOLIECCHI MHTPOIPeEC-
CUBHOM TMOPUAN3ALIMU U HE SABJISIIOTCSI CECTPUHCKU -
MU KJIaJlaMU, KaK CYMTaJIM paHblle Ha OCHOBE I10-
CTPOEHUSI BUIOBBIX IEPEBbHEB, HE YUUTHIBAIOIIUX HA
craguu (UJIOTeHEeTUYECKOrO0 BbIBOJA BO3MOKHBIM
notok reHoB (Thom et al., 2018). dunoreHeTnye-
CKHUE CeTH, ITIOCTPOSHHBIE C TToMOIbIo PhyloNet, Bu-
3yaJIM3UPYIOT C ITOMOILUBIO OPYroii MHTEPAaKTUBHON
MPOrpaMMBbl JJIs1 HOCTPOEHMUSI IITUPOKOTO CHEKTPa He-
YKOpEeHEeHHBIX (pUIIOTeHEeTUIEeCKNX ceTeii — Dendro-
scope 3 (Huson, Scornavacca, 2012).

SNaQ (Solis-Lemus, Ané, 2016), mtoxXanyii, eqruH-
CTBEHHBIII METOI MOAECIUPOBAHUS COOBITUI TUOPU-
IU3allMM C TIOMOIIbI0 HEYKOpPEHEHHbIX ceTeil. Tak
Xe, Kak 1 PhyloNet, oH m0O3BOJIsI€T NPOBOAUTH aHATIU3
PETUKYJISIPHBIX COOBITHM ¢ yuyeToMm ILS, onHako s
TOYHOUN OLIEHKU COOBITUI TUOpUAMU3AIUU MOXKET
ToTpeOOBaThCSI OONBIITOE KOTUYECTBO JOKYycoB. Oc-
HOBBIBasICh Ha aJITOPUTMaX MaKCUMAaJIbHOTO TCeB-
nmorpasgorionobus (maximum pseudolikelihood),
SNaQ BHITIOTHSET OLIEHKY (PMITOTEHETUUECKIX CeTeH
Ha OCHOBE MYJIBTUJIOKYCHBIX JAHHBIX, UCITOJIb3Ysl KO-
3¢ puLMeHTH corjacoBaHHOCTH (concordance
factors, CF) (Ané et al., 2007; Baum, 2007). Otiu-
Ne 6
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qyuTenabHast 0CO0eHHOCTh SNaQ — yCKopeHUe Bepo-
STHOCTHBIX BBIYMCJIEHU, TOCKOJBKY BMECTO BBI-
YUCJIEHUS BEPOSITHOCTH JIJISI BCEX TAKCOHOB OTHO-
BpPEeMEHHO, METOJ pacCMaTpHUBaeT ITOJIMHOXECTBA
U3 YeThIpeX TaKCOHOB. KpoMe Toro, mpenrosarae-
Masli ceTh He MOABEPKEHA ITOTCHLMAJIbLHBIM OIIMO-
KaM YKOPEHEHUsI, MMOCKOJIbKY BXOOHOI HabOp HaH-
HBIX MPENCTAaBJICH HEYKOPECHEHHBIMU JIePEBbSIMU.
JlaHHBI MeTOH XOpPOIIO 3apeKOMEHIOBaJI ceds Ha
MEePBBIX 3Talax TECTUPOBAHUS IIPU MCCIEeIOBAaHUU
COOBITHIT TMOPUIM3ALIMU U MHTPOTPECCUU, COMPO-
BOXIAIOIIMX 3BOJIOLMOHHYIO HCTOPHIO TPOIIMYEC-
cKux peIO p. Xiphophorus. K HacTosilieMy MOMEHTY
HaKOITUJIOCh OOJIBIIOE KOJIWYECTBO HMCCIIEIOBAHMIA,
YCHEITHO NPUMEHSIIONINX 3TOT METO IJISI OOHApYyKe-
HUS COOBITUI MHTPOTPECCUU U B IPYTUX IPYHITaX Op-
ranu3MoB (Rodaet al., 2017; Blair et al., 2019). MeTton
peaan30BaH B IOCTYITHOM IIPOrPaMMHOM KOMILIEKCE
PhyloNetworks ¢ ymoOHBIM HOpOTrpaMMHBIM HHTEP-
deiicom (Solis-Lemus et al., 2017).

B uienom PhyloNet u SNaQ siBASTIOTCS HaAEXKHBIMU
MHCTPYMEHTaMU JIJISI TPEACTAaBICHUS CIIOKHBIX 3BO-
JIIOLIMOHHEIX UCTOPUIA B BUIE (PUIIOTEHETUYECKMX Ce-
Tei 1 YCIIEIIHO IIPUMEHSIOTCS Ha IIPaKTUKE IS 00-
HapyXeHus1 coObITUli MHTporpeccuu. Hampumep,
MoOelrupoBaHue (UIOTeHeTUYEeCKMX CeTeil ¢ HC-
MOJIb30BaHUEM ITHUX IBYX METOIOB ITIO3BOJINIO ITOJIY-
YUTH MEPBbIe 10Ka3aTeIbCTBA TeHOMHOI MHTpOIpec-
CHMH y KOpaJlIoB p. Acropora (Mao et al., 2018). OmHako
9TU METOHbI IIPEHBSIBISIIOT OCOOBIe TpeOOBaHMS K
¢dopmaTy BXOTHBIX JaHHBIX M HAJTUYUIO Habopa 3apa-
Hee ITOCTPOEHHBIX T'eHETMYECKUX nepeBbeB. Kpome
Ttoro, PhyloNet mpuMeHUM OIS UCCIIEAOBAaHUS Orpa-
HUYEHHBIX 3BOJIIOIIMOHHBIX CLIEHAPUEB, MOCKOJBKY
CKOPOCTb BBEIYMCJICHUSI BEPOSITHOCTEM CHIBHO CHU-
XKaeTcs Ipu UcclienoBaHuu Oosiee yem 10 TaKCOHOB
(Mao et al., 2020). HemaBHO pa3paboTaHHBII yHU-
BepcaJlbHbII IporpaMMHBIN KoMiuieKec 7TREFEasy
(Mao et al., 2020) BoIUIOTWI B ce6e BO3MOXHOCTH
ob6oux UHCTpyMeHTOB, PhyloNet u SNaQ, njist BeIBOJa
YKOPEHEHHBIX PETUKYJISIpHBIX cereii. Kpome Toro,
nHTepdEeic He MPeabsIBIsIeT OCOOBIX TPeOOBaAaHUN K
dopmarty (Toabko Hanmnuue popmata FASTA 1 HeKo-
TOPBIX BXOIHBIX NAPaMETPOB), CAMOCTOSTEIBHO BbI-
MOJHSET MOCTPOSHHE TeHEeTUYECKHNX IePEBbEB, HE-
O0OXOIUMBIX JIJISI IOCTPOCHUSI CETEM, U MOXET BBIBO-
IUTh (PUIOTCHETUYECKHE CETU OTHOBPEMEHHO IBYMS
METOJIaMH1 Ha OCHOBE HE BHIPOBHEHHBIX IIOCJIEIOBA-
TEJIbHOCTE.

Iupoxuii HabOp anTOPUTMOB, HAIPABICHHBIX HA
PEKOHCTPYKIIMIO, UHTEPITPETALIMIO U BU3YaJIU3aLIUIO Ce-
Teil MUHUMAJTBHOM THOPUIN3ALIMY, PEATM30BaH B yI00-
HOM M MPOCTOM mporpaMMHOM makere Dendroscope
(Huson, Scornavacca, 2012). IIpeacraBieHue ceteit
MUHHUMAJILHO TMOpUAN3alIM OCHOBAHO Ha MOaCYe-
Te MUHUMAaJIBHOTO YMCJIa COOBITHMI TUOpMIM3AINU
JIJIST KOMOMHALMI U3 IBYX YKOPEHEHHEBIX (hUIOreHe-
TUYECKUX IePEBbEB. DTOT OOIIMIT TPUHIIUIT PAOOTHI
aJITOPUTMOB OBLT ITpeACTaBJIeH BhIIIE IPU OIUCAHUUN

JKYPHAJI OBILEN BUOJIOTUU

TOM 82 Ne 6

2021

413

HYBRIDNUMBER (Bordewich et al., 2007). OnHako
MaTeMaTudyeckas 6a3a MpeablayluX aiTOPUTMOB 1O
BBIYMCJICHUIO ceTeil TMOpUaAU3aluy U OOJIbIIMHCTBA
TeX, UTO peasiudoBaHbl B Dendroscope, nmpearoaraer,
YTO BXOIHBIC NIEpeBbS OBLIM OMGYpPKAIIMOHHBIMHU,
MpaBUJIbHO YKOPEHEHHBIMU U COIepXKaT OAHU U Te
Ke TakCOHbI. CTOUT 3aMETUTh, UTO B peajbHbIX OUO-
JIOTUYECKUX MCCIAEIOBAaHUSIX TaKO€ BCTpeyaercs
KpaiiHe penko. Ocoboe BHUMaHUE U3 MpelcTaBlIeH-
HbIX B Dendroscope oaxonoB 3aciy>KMBaeT OTHOCU-
TeJIbHO HOBbIN anroput™M Autumn (Huson, Linz,
2016). B otuume oT mpeapIAyIINX aHAJIOTOB, OH Ha-
npaBjeH Ha BbBIYUCIIEHUE ceTeii MUHHUMAJIbHOU Tn-
OpuIM3alIU IS TTaphl “peaTuCTUIHBIX” YKOPEHEH-
HBIX (PUITOTEHETUYECKUX IEPEBbEB. BaxkHOIT 0ocoOeH-
HOCTbIO MeToaa SABJISIETCS CIOCOOHOCTD
OOHapyXuBaTh CYLIECTBOBAHUE MPENNOIAraeMbIxX
ruOpUIHBIX BUIOB. Hampumep, HegaBHee MCCIeno-
BaHUE, OCHOBaHHOE Ha (pUJIOTeHOMHOM aHaInu3e Iy-
ceoOpa3HbIX, MOKa3aja0, YTO KpacHo300as Ka3apka
(Branta ruficollis) MoXeT UMeTb TUOPUIHOE MPOUC-
xoxneHnue (Ottenburghs et al., 2017).

CpaBHUTEIBHO HETABHO BO3MOXXHOCTH PEKOHCTPYK-
1IMY 3BOJIIOLIMOHHON MUCTOPUM B MPUCYTCTBUU PETUKY-
JIIPHBIX COOBITHI C TIOMOIIBIO (PMJIOTEHETUYECKIX Ce-
Tell ObUIM peal30BaHbI B MakeTe SpeciesNetwork npo-
rpammHoro komrmiekca BEAST2 (Zhang et al., 2018).
Species Network BEIBOIUT PETUKYISIPHYIO CETh Ha OC-
HOBE MYJIbTUJIOKYCHBIX JAHHBIX MTPU TTOMOIIU aJITO-
PUTMOB 0alieCOBCKOI CTaTUCTUKU. SpeciesNetwork
MO3BOJISIET MPOBOAUTH aHAJIU3 PETUKYJISIPHBIX COObI-
it ¢ yuetom ILS, ogHako, kak u PhyloNet, conpsi-
XEH C BbICOKOW BBIYMCIMTEIBHOW HArpy3kou Ipu
HUCCEA0BAHUM OOJIBIIOTO KOJIUYECTBA TAKCOHOB.

3AKJIFTOYEHHME

B nanHOM 0030pe MBI 0000IIMIN GOJBITMHCTBO
HaKOIUIEHHBIX K HACTOSIIIEMY BpeMeHU CBEICHUI O
CYNIECTBYIOIIIUX METoJax oOHapyKeHUsI MHTpOrpec-
CUU, OCHOBAHHBIX Ha UCMOJb30BAaHUMU KaK OTIEJb-
HBIX TCHETUYECKUX MapKePOB, TaK U TaHHBIX IO BCe-
My reHomy. PaccMoTpeHHble orpaHU4eHus] U HeJI0-
CTaTKW 3TUX METOIOB IO3BOJISIIOT CIEJaTh BBIBOI O
TOM, YTO OCTalOTCSl HE pPElIeHHBIMU HECKOJIbKO Me-
TOJOJOTMYECKUX MPOOeM, TaKUX KaK HaAaeXHOCTb
OOHapyXeHUsI UHTPOTrPECCUM B MPUCYTCTBUU HETOJI-
HOW COPTUPOBKM JIMHUI TIPU aHAINU3€ HEOOJIBIIIOTO
Yyuca JOKYCOB; 00Jiee TOUHbIE OLIEHKU JH0JIM UHTPO-
rPECCUPOBAHHBIX JIOKYCOB, BPEMEHU 1 HampaBJIeHUS
WHTPOIPECCUM; OOHApYKeHEe MHTPOTPECCUU MEXIY
CECTPUHCKUMM TaKCOHAMM; KOJIMYECTBEHHAasI OlLIeHKa
COOBITHIT MHTPOTPECCUN B OTIEILHOI Kiajue; 0oiee
TOYHAasl aBTOMaTU3UPOBaHHAasl BU3yau3amust Gpuiio-
reHeTU4YecKux ceteii. HecMoTpst Ha 3T MpooGeMbl,
JIOCTYITHbIE B HACTOSIIEE BPEMsI MOAXO/bl MO3BOJIS-
0T 3(b(heKTUBHO OOHAPYKUBATh CJIE€Ibl MHTPOTPEC-
CUU Y XapakKTepu3oBaThb €€ OCOOEHHOCTHU, OJHAKO
clielyeT TOMHMUTb, YTO HE€ CYIIECTBYET yHUBEp-
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CaJJbHOTO METOJa, IO3BOJISIONIEr0 IPeacTaBUTh
HaJeXXHbIe 10Ka3aTeJbCTBA MHTPOTPECCUU, €€ KO-
JINYECTBEHHYIO XapaKTepPUCTUKY, a TaKxXKe HaTJISI-
HO TIPOWJUTIOCTPUPOBATH CIIOXKHEIC SBOIOLIMOHHbBIC
WCTOPUH B IIPUCYTCTBUU PETUKYIISIPHBIX cOOBITHI. [10-
3TOMY HEOOXOOVMMO HPUMEHSATH KOMOWHAILIMM He-
CKOJIBKMX METOIOB, YTO ITO3BOJIUT IIOJIyIUTh Goyee
JeTajJbHyl0 MH(pOpMalio 00 OCOOEHHOCTSIX 3TOro
CJIOXKHOTO TIpoliecca.

OueBUIIHO, YTO NaJibHEeliIlIee pa3BUTHE U UCTIOb-
30BaHM€ PACCMOTPEHHBIX BblllI€ METOAOB OYyIET CIIO-
CcOOCTBOBATh BBISIBJICHUIO TIPUPOALI U pacipocTpa-
HeHUs (peHOMeHa MHTPOTIPECCUU Y Pa3HbIX TPYII
>KMBBIX OPraHU3MOB.

Pa6ora BeITTOTHEHA ITpY (PUHAHCOBOI MOAACPXKKE
PODU (nmpoekt Ne 20-34-90032).
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Approaches to detecting hybridization events and genetic introgression
under phylogenetic incongruence

V. A. Komarova® *, L. A. Lavrenchenko® **
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Leninsky pr., 33, Moscow, 119071 Russia
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Hybridization and consequent exchange of genetic material (introgression) are widespread phenomena in the
evolution of plants and animals. Interspecies gene flow can become obvious in phylogenetic analyses of dif-
ferent loci resulting in gene tree discordance. However, other evolutionary processes, such as incomplete lin-
eage sorting, can also result in the phylogenetic incongruence. The rate and evolutionary significance of hy-
bridization and introgression are difficult to evaluate due to the hardship in distinguishing hybridization from
incomplete lineage sorting. The review provides a brief characterization of the main processes (hybridization
and introgression, incomplete lineage sorting) that are responsible for the phylogenetic incongruence be-
tween gene trees. The review also summarizes classical phylogenetic and analytical methods contributing to
detection and distinguishing hybridization and introgression from incomplete lineage sorting under compar-
ing a phylogenetic trees inferred from separate genetic markers. The approaches developed not only for de-
tection of introgression patterns in the presence of incomplete lineage sorting, but also for characterizing the
revealed introgression (proportion of admixture, direction, time) are examined; the advantages and method-
ological limitations of each approach are briefly discussed. The methods of phylogenetic networks are also
discussed, it is demonstrated that they are an integral tool for reconstructing complex evolutionary histories
under reticulate events.
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[MTpoaHanM3upoBaHO copepKaHUe U COCTaB XKUPHBIX KUCIOT (KK) cyMMapHBIX TUMUIOB B IUCTHSIX TOMM-
HUPYIOIIUX W PENKO BCTpedarommxcsl 11 BUIOB COCYIMCTHIX PACTCHWM apKTUYECKUX TYHIpP 3amnagHoro
[InuubepreHa B mepuo aKTUBHOM Beretauuu. Bunbl pasinyatorcst mo 6Mojioruu, apeany, CTeleHU pac-
MIPOCTPAHEHUS U IPUYPOUYEHHOCTH K 3KoTomy. Maentuduuuponan 21 tun XKK ¢ nnuHoii nenu ot 16 oo 24
aTOMOB YIJIEpO/ia, CoiepKallluX OT 2 10 4 ABOMHBIX CBSI3€N. YCTAaHOBJIEHO, UYTO Y BCEX UCCIEA0OBaHHbIX pac-
TeHMit BeIcOKMii BKJIaa B cocTaB 2KK BHocAT manbmuTuHoBas (16:0), nuHoneHoBas (18:3(n-3)), creapuHo-
Bas (18:0), manmeMuroosenHoBas (16:1(n-7)), onennosas (18:1(n-9)), muHoseBast (18:2(n-6)) Kucmotsr. Jtst
10 BumoB xapakTepHO npucyTcTBUe mImHHOLEITOUHbIX 2KK ¢ 6onee 20 atomamu yriiepona, a y 5 apKTude-
CKUX BUIIOB OTMeueHo npucytcTBre TerpaeHoBbIX 2KK. [Tpu rcronb3o0BaHMU KJIACTEPHOTO aHaIU3a COCTa-
Ba KK BpIZeeHo 7 TPYII BBICHINX COCYIUCTHIX pacTeHuii. [Toka3aHa CBSI3b MEXIy COCTAaBOM JIMITUIOB
KJacTepa U reo00TaHMYECKUM MoKa3aTejieM “aKTUBHOCTU BUAA”, YTO CBUIETEILCTBYET 00 aKTUBHOM y4ya-

CTUU JIMIIUAHOMN COCTABJISIIONIEN B X pacripoCTpaHCHMM Ha HUCCIEeI0BAHHOMN TEPPUTOPUN.

DOI: 10.31857/50044459621060063

Pa3zHoo0Opa3sue 1 coBepIIeHCTBO aganTallMOHHBIX
MEXaHM3MOB ITO3BOJISIET OpraHU3MaM 3acelisITh pa3-
JINYHBIE 9KOJIOTUYECKUE HUIIM, B TOM YHUCIIE B 9KC-
TpeMAaJIbHO CYPOBBIX YCIIOBUSIX BBICOKMX W HU3KUX
mupotT (Svoboda, Henry, 1987; Chernov, Matveeva,
1997). OcHOBHBIMU (haKTOpaMU, KOTOPbIE TUMUTH-
pyIOT Teorpaguueckoe pacrpocTpaHeHHEe BHUIOB B
Pa3JIMYHBIX 3KCTPEMAJIbHBIX MECTOOOUTAHUSIX, SIB-
JITIOTCSI BBICOKME UM HU3KMEe Temriepatyphsl (Levitt,
1980; Korner, 2003; Penfield, 2008). Ananu3upys
KJIMMaTHYeCKMe OCOOCHHOCTH APKTUKH, AHTapKTH -
K¥, BeIcoKoropmnii Anbr, Antas, Taa-1llansa, Len-
TpanbHOit A3un u [umanaeB, Kepuep (Korner, 2003)
MPUILE] K BRIBOAY, UYTO B IJI00AJIBHOM MEpPCIIEKTUBE
TOJILKO TeMIIepaTypa MOXET ObITh CIIEM(PUICCKUM
¢dakTOpPOM, KOTOPBIii TaeT TUMTUYHYIO XapaKTepUCTH -
Ky 9KCTpeMmaJbHOCTU. PacTeHusi, odurawliue B cy-
POBBIX KIIMMAaTUYECKUX YCJIIOBUSX NPU HU3KUX TEM-
reparypax, UCIbITBIBAIOT OTPAaHUYCHUS IS POCTa U
pazButusa (Hashem, Mohamed, 2020). Ha mopdoio-

TMYECKOM YPOBHE 3TO KapJIMKOBOCTH, MOP(MOTHIIHI,
>KU3HEHHBbIe (opMBI. BMecTe ¢ TeM pacTeHHusI IKC-
TpeMaJIbHbIX TEPPUTOPUIA UMEIOT BEICOKYIO IIJIACTUY -
HOCTh, BapuaOeIbHOCTh XW3HEHHBIX CTpaTeruii m
BBICOKYIO cTelleHb aganTuBHocTH (Korner, 2003; Ba-
cuneBckas, 2007; Penfield, 2008).

PacTenus skcTpeManbHBIX MECTOOOUTAHU BXO-
JISIT B TPYIINY TICUXPOMUIOB C TeMIepaTypHbIM Aua-
Ma30HOM XKU3HEAESITETbHOCTU M YCTOMUYUBOCTU OT
—20 mo +15°C (Nievola et al., 2017). [lnama3oH cy1ie-
CTBOBAHUS pacTeHUI OrpaHUYEeH IMTPUOIN3UTEIHbHBIM
TeMIIEPATYpHBIM auarna3oHoM ot —10 go +60°C u
ompenensieTcsl TOYKOM 3amMep3aHUsI BHYTPHKIICTOU-
HOW BOABI M TEMIIEpAaTypoM IeHaTypanuu Oenka
(Nievola et al., 2017). BaxxHOoCTh TeMmepaTyphbl Kak
dusngeckoro ¢akrTopa I pacIpOCTpaHEHUsI Opra-
HU3MOB OIPEAEIISIETCS CASACTBUEM €0 IMPSIMOTO BIISI-
Hus Ha MoJiekyssipHble (JIHK, 6enkun) wim cyripamore-
KyJISIpHbIe (MEMOpAaHBI, XPOMOCOMBI) CTPYKTYPHI U SIB-
JIIETCST PE3yAbTaTOM TepMOIMHaMMUecKoro g dexra
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(Ruelland, Zachowski, 2010). DT n3MeHeHUSI OOBIU-
HO MPOUCXOASAT OBICTPO U TYT XK€ UACHTU(DULIUPYIOT-
Csl KJIETOUHBIMU OpraHejlJlaMU, BKJIFOYalOTCs B OUO-
XUMUWYECKUI 1 MOJIEKYJISIPHBIN OTBEThI, KOTOPbIE MH-
TETPUPYIOTCSI Ha YPOBHE peaklMyM KJIEeTKU Ha
U3MeHeHue TeMImeparypbl. s momaepkaHus HOp-
MaJIbHOU (hU3MOJI0TUYECKON (DYHKIIMU U BbIKUBAHUS
B HEOJAaronpusTHBIX YCJIOBUSX OKPYXKalollle cpenbl
pacTeHUsT UMEIOT Pa3jIMnYHbIC 3alIMTHbBIC MEXaHU3MBI,
B TOM 4mciie U (PU3N0JI0TO-OMOXUMUYECKUE.

Jlunmuael, XKak CTPYKTYpHO-(YHKIMOHAIbHBIE
KOMIIOHEHTBHI MeMOpaH U APYTUX OPraHOUIOB PaCTU -
TEeJIbHOM KJIETKM, KaK 3alllUTHBIC BEIeCTBa, CUT-
HaJIbHbIE MOJIEKYJIBI 1 (popMa HAKOIUICHHOIO yIJie-
polia U BHEePTUU, SIBJISIOTCS BaXKHBIMU YYaCTHUKAMU
amanranyoHHoro Ipouecca (Schmid, Ohlrogge,
2002; Furt et al., 2011). Ponp IMnumoB M XKWPHBIX
kucaotr (KK) B mommepkaHuu TeKy4yecTd MeMOpaH
CUMTAECTCS OIHOII M3 BEeNyILIMX B amalTallii pacTe-
HMI K HU3KOM U BBICOKOM TEMIIEpaType B EPUO]I Be-
reTaluy B IIMPOKOM CIEKTpe KIMMAaTUIECKUX YCII0-
Buit (Jlock, 2014; Rozentsvet et al., 2014; Hoxcopos
u 1p., 2015; Narayanan et al., 2016). MHorouncieH-
HBIMM HCCJCAOBAaHUSIMU TOKA3aHO, YTO PaCTCHUS
CITOCOOHBI (POPMUPOBATh (PYHKIIMOHAIBLHO aKTUB-
HYI0O MEMOpaHHYIO CHCTeMY B pa3HBIX KIIMMaTh4e-
ckux yciaoBusx (Sakai, Larcher, 1987; Korner, 2003;
IletpoB u np., 2011; Zheng et al., 2011; HoxcopoB
u 1p., 2015; Markovskaya et al., 2019).

Tak, uccienoBaHue JUMUIOB aPKTUYECKOTO BUIA
Stellaria humifusa Rottb. (Caryophyllaceae), npous-
pacTaollero Ha CKaJbHOM IPUMOPCKOM 3KOTOITE
okojio 1. bapenuoypr (apxumnenar InumnoepreH),
1okKasajao, 4TO B JIMMUIAX AOMUHUPYET (pakiiusl
dochoaunmuaos, cpear HaChIIEHHBIX XXUPHBIX KUC-
ot (H2XKK) — manpMuTHUHOBASI, M3 HEHACBIIIIEHHBIX
(HH2KK) — nunHosieHoBast kucyioTa. MHIeKC HeHa-
coimeHHOCTY KK Y INTMKOIMIIOB, OTBETCTBEHHBIX
3a CTPYKTYPY MeMOpaH XJIOpOIIacToB (POTOCUHTETH -
yecKoro anmnapara, paBeH 4.0, y pochoaunuaos, 06-
pa3yoolIrX BHeIUIAaCTUAHbIE MeMOpaHbl, — 3.0 (Mar-
kovskaya et al., 2019). Ha Tepputopun Kanamnckoii
ApPKTUKU OTMEUYEHO, YTO pPaCTeHMsSI pearupyroT He
CTOJIBKO Ha KJIMMAT PErMoHa, CKOJIbKO Ha MUKPO-
KJIMMaT Hammo4yBeHHOro spyca (Svoboda, 2009). Toi-
IIMHA MUKPOKJIUMATUYECKOTO CJIOS IJisI OOJIBIIH-
CTBa apKTUYECKMX PACTEHUII BapbUPYET MO BBLICOTE
10 20 cM 1 3aBUCHUT OT penibeda, CTPYKTYPhI M COCTaBa
pPacTUTEILHOTO COO0IIEeCTBa JJOKATbHOIO MECTOOOM -
TaHus. [lokaszaHo, YTO B UIOJE€ B COJIHEUHBIN JIEHB
OKOJIO TIOBEPXHOCTHU ITOYBBI B TPOITMYECKOM JIeCy U
apKTUYECKOM TYHApE TeMIepaTypa MOXET ObITb OH -
HakoBa — okojo +30°C. Ho eciau B TpoImKax Tell-
JIBIIT MUKPOKJIMMAT yIOEpPsKUBACTCS LIeIbIA oI, TO B
ApPKTHKe — HECKOJIBKO YacOB B TeUeHNE OTHOIO UJIU
HECKOJIBKUX JHE KOPOTKOTO JIeTa.

Boibilioe 4mcno ucciaegoBaHWii BBEIIOJIHEHO Ha
KOPMOBBIX OUKOPACTYyIIMX pacteHustx Poccuiickoit

KYPHAJI OBILIEN BUOJIOTUU

MAPKOBCKAZ{ u np.

Cyo0apkruknu B Axkytnn — “Ilomoce xomoma” CeBep-
HOTO nojyiiapus. B ycioBusX KpuoauTo30HHI Y pac-
TEHUI1 BBISIBIICHO YBEJIMYCHUE COMIEPKAHMS TTOIMHE-
HaceimeHHbIX KK, 4To paccmarpuBaeTcs KakK OC-
HOBHAasl CTpaTerusi MOBBIIIEHUSI YCTOWYMBOCTU BO
BpeMsI 3aKaJIKl K 3MMHEMY HU3KOTeMIIepaTypHOMY
crpeccy (IlerpoB u ap., 2011; HoxcopoB u ap., 2015).
Tak, y KopMOBOro MHOTOJIETHETO XBOIIA OOBIKHOBEH-
Horo (Equisetum variegatum) B TedeHUEe BereTalluu
momuHupyor HXKK (mansmutunoBas) m HHXKK
(oJlemHOBAs, JTMHOJEBas, JUHOIeHOBasd). OCeHbIO
conepxanue KK yBenmuuBaercs B 8.6 pa3 (Hachl-
IEeHHBIX — B 13 pa3, HeHaCHIIeHHBIX — B 3 pasa),
YTO CBSI3aHO C POJIbIO JIMITMIIOB U B OOJIbILIEH CTEIIe-
Hu HHXK B mpoiiecce 3akanuBaHus pacTeHUN K
9KCTPEMaIbHO HU3KUM TeMIlepaTypaM B 3UMHUIA I1e-
puoxn (ITerpos u np., 2011). MccnenoBaHue TUNUAOB
Yy OIHOJIETHETO Buna Amaranthus retroflexus B 3TUX Xe
YCIIOBUSIX I10KAa3ajio, YTO COAEpXKaHME CyMMAapHBIX
sunuaos (CJI) BappupyeT no pa3zaM pa3BUTHS B 1UA-
ma3oHe oT 60 1o 80 MKT,/T CyXoro Beca ¢ MAKCUMYMOM
Ha 3Talle BEreTaTUBHOIO PA3BUTHS U IIOCIEAYIONIM
CHIXXKeHUEM 110 ¢a3bl IJIogoHOoLIeHM. Bo Bce nmepu-
OBl BereTaluy 00jiee BEICOKME 3HAUCHUS COolepKa-
aus KK otMedenn! Bo ppakimm pochommmmnos. Cpe-
1 HXKK nomunupyet nansmutrHoBas (C16:0), cpean
HHXK — nuHonenoBas kuciaora (C18:3(n-3)). H-
NEKC HEHACBIIIEHHOCTU u3MeHseTcsa oT 2.4 1o 3.4 ¢
MakKCUMaJIbHBIM 3Ha4YeHHeM B a3y OyToOHU3aluU
(CnenuoB u ap., 2017). B pesynbrate 0600I1IEHUS
COOCTBEHHBIX MHOTOJIETHUX HcciemoBaHuii (Petrov
et al., 2010; HoxcopoB u np., 2015) aBTOpHI pa3pado-
Taayd OOINYI0 TEOPUI0 MEXaHU3MOB YCTOMYMBOCTU
pacTeHUii ¥ (KMBOTHBIX K IUIUTEIbHOM TUIIOTEPMUU B
YCJIOBUSIX MHOTOJIETHEM MEP3J10ThI (KPUOJUTO30HBI)
Ha npuMepe JAKyTun. DT MeXaHu3MbI 00ecreuYrBa-
0T (DOPMUPOBAHKE BHICOKOI ITUTATEJIBHOM LIEHHOCTU
3aMOPOXKEHHBIX €CTECTBEHHBIM XOJIOIOM PACTEHMIA.
V uccinenoBaHHBIX pacTEHUIA OTMEUYAIOT BBICOKOE CO-
IepXaHue JIMIMIOOB, IOMMHUpPOBaHME (pPaKInU
dochonmunmaoB M BBICOKOE COAepKaHNWE HEHACHI-
LIEHHOM JIMHOJIEeHOBOM KucyoThl (18:3(n-3)). OnHoit
13 0COOCHHOCTE! XOJI0O0BOI0 3aKaJIuBaHUSI MHOTO-
JIETHUX PaCTeHUI KPUOJIUTO30HBI SIBJISIETCSI y4acTHE
B Ka4eCTBE OCHOBHBIX UCTOYHUKOB DHEPIUM JIUITH-
JIOB Y TTIOJIMEHOBBIX XXUPHBIX KACJIOT, a TAKXKe HAKOTII-
JIEHV€ 3HAYUTEIbHBIX KOJUYECTB IIEPBUUYHBIX U BTO-
PWYHBIX KapOTUHOWIOB, SIBIISIFOIIMXCS AHTUOKCHU-
mantamu (Demmig-Adams, Adams, 2006).

Ha pacteHusx aibIMiACKOTO Mosica Pa3HbIX BHICO-
KOTOPHBIX PallOHOB OBLIM MPOBEACHBI MHOTOYMC-
JIEHHBIE UCCIEAOBAaHUS, B KOTOPBIX ITOKA3aHO ITOBHI-
IIeHUEe TEeKy4eCcTH MeMOpaH KaK OJHO U3 YCJIOBUIA
BBIXKMBAHUSI 3TUX PACTEHUM B YCIOBUSIX TEMITEpaTyp-
HBIX KJTMMaThu4decKux crpeccoB (Sakai, Larcher, 1987;
Wallis, Browse, 2002). Kpome Toro, ripu Temmnepary-
pe Hike 0°C oTMedeHo yBeandeHue (ppakinuy Ju30-
dochonumuaoB B 5—10 pa3, 4To CBUIOETEILCTBYET O
crpeccoBoii peakiuu (Welti et al., 2002). XononoBast
Ne 6
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AKKJIMMALWs Y albIIMMCKUX PACTCHUN YBEIUUYNBACT
cootHomeHne HXXKK/HHXK, u y Buna Cicer arieti-
num Ha (POHE STUX U3MCHEHUII OTMEYCHO yBEIUYEC-
HUE MHAEKCa ABOIHOI cBs3u oT 1.18 mo 1.54 (Bakht
et al., 2006). /111 HEKOTOPBIX ATBITUNCKUX BUIOB MO-
Ka3aHO, YTO rajlakKTOJIUITABI, JOMIHAHTHBIE KOMIIO-
HEHTBI TUJIAKOUIHBIX MEMOpaH XJI0POILIACTOB, IMe-
10T oonbiie TpueHoBBIX KK, yeM dochonunuaHbie
MeMOpaHbl, 1 BHOCSIT OCHOBHOI BKJiaJ B HEHACHI-
meHHocTh (Murakami et al., 2000). McciaemoBanust
OCHOBHBIX (PU3MOJIOTUYECKNX (YHKIIMMI, CTpecc-
YCTOIYMBOCTH, BTOPUYHBIX META0OOJIMTOB Y AJIbITHIA-
CKUX pacTeHWii BBISBUJIM IIWPOKWIA TUANa3oH Ba-
PBUPOBAHUSI KaK MEXIY BUAAMU, TaK U B 3aBUCUMO-
ctu ot ycioBuii ooburanus (Levitt, 1980; Korner,
2003; Bacunenckast, 2007; Penfield, 2008). ®yHK1IM-
OHaJIbHasl YCTOMYMBOCTb BUIOB CITOCOOCTBYET IO~
JEepXAaHUIO YHUKAJIBHOM CTPYKTYphl apKTHUYECKUX,
Cy0apKTUYECKMX M albluiickux sKocuctem (Liitz,
2010; Mapkogckasi, llImakoBa, 2017).

Pactennss ApKTHKHM 1 BRICOKOTOPHUI B TTIEpUO, aK-
TUBHOM BereTallMM Hapsiny ¢ HU3KON CpemHecyTou-
HOIi TemIlepaTypoii BO3dyXa 4YacTO ITOABEPraroTcs
OOJIBIIMM CYTOYHBIM TeMIIEPATYPHBIM U3MEHEHUSIM
(Liitz, 2010). Tak, nis1 anbnUiCKUX BUOOB Saussurea
medusa u Solms-Laubachia linearifolia ipu GbICTpOIA
CMEHE KOHTPACTHBIX TEMIIEPATYP B CYyTOUHOM LIMKJIE
OTMEYeHBl UBMEHEHMS B IIeCTU Kiaccax pocdoau-
MUI0B U IBYX KJlIaccaX TaJIaKTOJIWUMUIOB, HO CTENeHb
HEHACBHIIIIEHHOCTU OOIIUX JUIMUAOB U TPEX KIaCcCOB
Ju3odochonunuaoB (M3MEHEHUSI B KOTOPBIX SIBJISI-
I0TCSI TIOKa3arejieM CTpecca) B 3TOT Ieproj ocTaBa-
Jmch Hem3MeHHBIMU (Zheng et al., 2011). Ha ocHoBa-
HUU OOIIMPHBIX JTUTEPATYPHBIX TaHHBIX U COOCTBEH-
HBIX  pe3yJbTaTOB  HCCIEIOBAaHUN  aJlbIUNACKUX
pacrenuii aBropamu (Zheng et al., 2011) npemioxeHa
TMIIOTE3a O pa3HbIX MeXaHM3Max IMOomAepKaHUs TEKY-
yecT MemOpaH. [lepBblii MexaHU3M BKIIIOYAET yBe-
JIMYEHNE CTETIEHN HEHACBILLEHHOCTH JIMIIUIOB B OT-
BET HA [UIMTEIbHOE ICACTBUE HU3KOM TeMIlEpaTyphl
(ce30HHbIE, MHOTOCYTOYHbIE M3MEHEHUSsI TemIlepa-
TYpbl), a BTOPOM — TIOAJEepXKaHUE UMMEIOIIErocs
YPOBHSI TEKYYeCTH MeMOpaH B OTBET Ha KpaTKOBpe-
MEHHbIE€ CYyTOUHbIE U3BMEHEHUSI TeMITepaTyphl 32 CUET
oOMeHa ToJOBHBIMU Tpylnnamu JunuaoB. [lepBbiit
MEXaHHU3M XOpOIIIO U3YYeH M MCCAeOOBaH s pas-
HBIX TAKCOHOMUWYECKUX TPYTII PACTEHUI U KITIUMAaTH -
yeckux 30H (Korner, 2003; Pozenusert, 2006; [Tetpos
v ap., 2011; Posenuser u ap., 2016), a BTopoit Mexa-
HU3M M3Yy4YeH y PacTeHUIl BBICOKOTOpMIi, Mpou3pac-
TalOIIMX B YCJIOBUSIX CYTOUYHOIO TeMIepaTypHOIo
rpanueHTa (Murphy, 2005; Zheng et al., 2011).

YHUKaIbHAS CUTYaLsI CIIOXUIIACH C PACTCHUSIMU
B AHTapKTHe, rie ¢GJaopa BbICIIMX COCYAUCThIX pac-
TeHWI MpeAcTaBlIeHa TOJbKO AByMS BugamMu — Des-
champsia antarctica Desv. (Poaceae) u Colobanthus
quitensis (Kunth) Bartl. (Caryophyllaceae). MccienoBa-
HUE Pa3IMYHBLIX MEXaHW3MOB aJanTalid Ha YpOBHE
CTPYKTYPBI pAaCTeHUSI, AKTUBHOCTU (DOTOCUHTETHYE-
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CKOTO arapara, 0COOEHHOCTEM JTUTTUIHOTO COCTaBa
ITOKAa3aJIo pa3Hble MyTH aAalTalli, HO MX COTTOCTaB-
JICHUE C YK€ U3BECTHBIMM MeXaHU3MaMU MO3BOJIUIIO
aBropaM (Parnikoza et al., 2011) cmeaaTh BBIBOI, YTO
HUKAKMX CIENM(PUISCKIX MEXaHN3MOB aIallTalliN K
BBICOKO 3KCTPEMaJbHBIM YCJIOBUSIM HE BBISIBJISICTCSI.
HccnenoBarenu npearnosiarator, YTo pe3yabTaT YHU-
KaJTbHOCTU 3THX BHUIOB UIT AHTapKTUKHU CBSI3aH C
MOCTETICHHOW U [UIMTEJIbHOM amanTauvuei 3TUX TaK-
COHOB K 3KCTpeMaJIbHbIM YCJIOBUSIM B JIGTHUKOBBIE
TIepUOIbI, UX ITMPOKOE pacIpOCTpaHeHNE 1 TIOYBEH-
HBII 6aHK CEMSH 00eCIIeunBaIOT BEBLKUBAHKE BUIOB
B CHEXXHOM U JIEISTHOM TTOKPOBE AHTAPKTUIIBI.

B otimune oT MHOTOYMCIEHHBIX UCCIEAOBAaHUI B
aJIbIIUACKUX JIyrax pa3HbIX BLICOKOTOPUil, UCCIEn0-
BaHMs POJIY JIMITMAOB B amaIlTallii pacTeHUIA apKTH-
YeCKUX TEPPUTOPHUI ocTaroTcst eqMHNIHBIMU (Liitz,
2010; Mapxkosckas u ap., 2017). K ocobeHHOCTSIM
BBICOKMX IIIMPOT, B OTJIMYME OT APYTMX PaliOHOB, OT-
HOCUTCSI KPYIJIOCYTOUHBIII IIOJISIDHBIA NIEHb, YTO
o0ecIieynBaeT BBICOKMI ITPUXOJ PACCESIHHOM COJI-
HeuHoit paguanuu (Nilsen, 1983). Ponb aToro dak-
TOpa MpPEeICTaBIsIET UHTEPEC, IIOCKOJIBKY OH PETyJIu-
pyeT MopdoreHe3, OHTOT€HETUIECKOe Pa3BUTHE pac-
TeHUIi, aKTUBHOCTb (DOTOCUHTETUUYECKOTO arrapara,
a 3HAUUT U (HYHKIUOHAIBHYIO aKTUBHOCTb MEM-
opannbix cucteM (CreicoeBa, MapkoBckast, 2008).

Ce30HHOCTB CBETOBOTO PeXXnMa SIBISIETCSI CAaMbIM
JIPEBHUM DKOJIOTUUYECKUM (PAKTOPOM, CYyIIeCTBOBAB-
UM Ha TIPOTSKEHUY 3BOJIIOLUM pAaCTeHUI Ha 3TOM
TEPPUTOPUU, JaXe BO BpeMeHa KaMEHHOYTOJILHOTO
nepuona (I'epman, 2009). B peakuu pacteHuii Ha
CE30HHOCTh KJIMMaTa B Te¢ JaJIeKUe BIOXU JIMITUIBI
JIOJIKHBI OBLTY IPUHUMATh aKTUBHOE YJacTue B IO -
JepxaHuu GYHKIIUOHAIIBHON aKTUBHOCTU MeMOpaH
KakK B MEpHOJ BereTallyy MPpU HATWYUU TTOJISIPHOTO
IIHSI, TaK U B IIEPUOM MOJSIPHOM HOuM. BaxkHO oTMe-
TUTh, YTO B HACTOSIIEC BpeMs B IIEPUOI aKTUBHOM
BEreTallM 3a CUET KPYTJIOCYTOUYHOTO MOJISIPHOTO JHS
B T€UCHUE TPEX—MSATU MECSILEB MPUXOH COTHEYHO
panuamnuu Takoi e, Kak B HU3KUX IupoTax. Jlomu-
HUPYIOLINI PacCeSHHBIN CBET JIyUllle ITONIONIAETCS
npu ¢porocunTede (Nilsen, 1983). Peakiimu XKupHBIX
KHCJIOT, a 3HAYUT M (PYHKIMOHAJIbHAS aKTUBHOCTH
MeMOpaHHBIX CUCTEM pacTeHUI Ha KPYIJIOCyTOYHOE
OCBellleHUE B TepUO, aKTUBHOM BereTallul OCTaloT-
¢ He UCCIeHOBAaHHBIMU, XOTS ydacTHe aHTUOKCH-
JMAHTHBIX CUCTEM B 3allIUTe MEMOPaHHBIX CUCTEM pac-
teHmnii Apktuku nsydaercs (Liitz, 2010; MapkoBckas,
IIImakosa, 2017). Bmecte ¢ TeM ¢dnopa omHOro 13 pe-
TMOHOB ApKTUKM — apxuneiara llInuidepren — nume-
€T CPaBHUTEIBLHO BBICOKOE BUIOBOC M 3KOTOINMUYEC-
cKkoe pazHoobOpasue (Svoboda, Henry, 1987; Chernov,
Matveeva, 1997). Ocobennoctu kimmara IHlnunucep-
reHa (HaJlm4aue TeIIbIX MOPCKMX TeUeHUI) TTO3BOJISIIOT
Hapsily C XOJOJOYCTOMUMBBIMU M IIIMPOKO PacHpo-
CTpaHEeHHBIMU BUAAMU IMPOU3PACTATH TEPMOGUIIBHBIM,
PEOKUM PACTEHUSIM, 3aHUMAIOLLIM JIOKATBHBIE SKOTOMbI,
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KNU3HECIOCOOHOCTh KOTOPBIX OrpPaHUYMBAET OHO-
KJuMmaTudeckas 3oHa (Alsos et al., 2007).

OIHUM 13 oKa3aTeeil, MO3BOJISIOIINM OLIEHUTh
>KM3HECITOCOOHOCTh BUJA B Pa3HBIX 9KOJOTUYECKHUX
YCIOBUSIX, MOXET ObITh “aKTUBHOCThL Buaa” (FOpiies,
1968). 1o mpeacTaBiaeHUSIM aBTOpa TEPMUH “aKTUB-
HOCTb” BKJIIOYAET IIUPOTY IKOJIOTMUECKOMN aMILIUTY-
IbI BUJIA, YACTOTY €r0 BCTPEYaEMOCTH B COOOIIECTBAX
KaKol-In00 accolraliy 1 ero yuyactue (“oomime™).

Llens niccnenoBaHUsT — BBISIBUTH CBSI3b MEXKAY CO-
nepxaHueM aunuaoB, KK 1 3K0JI0rm4eckoil akTuB-
HOCTBIO Pa3HBIX 10 TEPMOYCTOMUYUBOCTU BUJIOB, IIPO-
MU3pacTaloOlINX B apKTHUYECKUX TYHIPOBBLIX COOOIIEe-
crBax 3armagHoro LImmbeprena.

MATEPHAJIBI U METOJbI

3anmagaeiid HInuodepreH — KpYIMHBINA OCTPOB ap-
xurnenara IlnmuuGepreH, pacIlONIOXEHHBI MeEXKIy
CeBEepPHOI YacThio ATIaHTHYecKoro okeana u Cesep-
HbIM JIemoBUTEIM oKeaHoM. Pebed ocTpoBa TOpHBIA,
JIEMHUKM 3aHMMAalOT OOJbIIE MOJOBUHBI IUIOIIANN,
Oepera u3pe3aHbl GHOPIAMU, TTOPOILI MHOTOJIETHE -
Mep3ible (MOIIHOCTD ciost 10 200 M), ecTeCTBEHHOE
OTTauBaHUE TPYHTOB B JICTHUI MEPUOI KOJIEOIeTCs
or 0.5 10 2.6 M, KJIUMAaT OKeaHUWYECKUIi, Ha 3amazie
3HAYUTEJbHO CMSIrYeH TeribiM IInuudepreHCKUM
teueHneM (dacthb [onbderpuma) (Masmonos, 2006).
BcnencTtBue BBICOKOM BIaXXKHOCTH BO3dyxa JIaxe
3MMHHE OCaJKU MOTYT BBIMTaAaTh JOXIEM WJIN TyMa-
HoM. CpegHeromoBasl TeMIlepaTypa BO3ayxa COCTaB-
ssieT —5.8°C. CpenHsist TeMIiepaTypa caMoro TEMJI0ro
Mecsna (utoist) +8.0°C, camoro xoJjionHoro (deBpa-
1s1) —18°C (CemenosB u np., 2002). B cpenHem 3a rog,
BBITIagaeT 563 MM ocagkoB. B TeueHMe Bcero roga Ha-
OomaeTcsi BbICOKAsi OTHOCHUTENIbHAs BJIAXKHOCTH
Bo3myxa, B cpemHeM 78 %. Ha mmpote bapeHnoypra c
19 anpesist mo 24 aBrycra (127 nHeit) IaTcs OAsSIpHbIA
JIeHb. Kimmmarnyeckue ocoOeHHOCTU OOYCIOBIUBAIOT
KOPOTKUI1 BereTalloHHbIHN rtepron (40—70 mHeir).

PaGora BbIMoNHEHa B OKpecTHOCTAX M. bapeHir-
Oypr Ha IIPUMOPCKUX M IIPEATOPHBIX Teppacax U
CKJIOHaX ropHoit nenu IpeHdpopadbeieT, B apKTH-
YyecKMX TYHApax B oKpecTHocTsx M. Koscbeil B utoe
2018 r. B xauecTBe 0OBEKTOB HUCCIIEIOBAHUS BhIOpa-
HBI 11 BUIOB pacTeHuit N3 8 ceMelCTB apKTUIECCKUX
TyHaAp o. 3anagubiii  InuubdepreH. M3  Hux
7 TpaBIHUCTBIX MHOTOJIETHUKOB: ceM. Caryophylla-
ceae — 3Be3gyaTka npusemuctas (Stellaria humifusa
Rottb.), sickonka anwrmmiickas (Cerastium alpinum L.),
cMmoJieBKa OeccredenbHast (Silene acaulis L.); cem.
Polygonaceae — KMCIMYHMK ABYIIeCTUYHBIN (Oxyria
digyna (L.) Hill); cem. Ranunculaceae — moTuk cep-
HO-XenTelit (Ranunculus sulphureus Soland.); cem.
Saxifragaceae — kamHeJloMKa nepHuctas (Saxifraga
cespitosa L.), KamHeiomMKa noHukatomas (S. cernua L.);
4 Buja KyCTapHUYKOB: ceM. Salicaceae — nBa ITOJISIp-
Hag (Salix polaris Walenb.); cem. Rosaceae — npuana
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BoceMuteriectHas (Dryas octopetala 1.); cem. Erica-
ceae — rojiyorka OOBIKHOBEHHAasl, MEJIKOJIMUCTHAas
(Vaccinium uliginosum subsp. microphyllum (Lange)
Hulten.) u cem. Betulaceae — Oepe3a KapiamkoBasi
(Betula nana L.) (Rénning, 1996).

Martepuai codbpaH B ceperHe UIoJisl, B (pa3y 1IBe-
TeHus. 151 OMoXuMmu4yecKnx aHaIu30B OTOMPAJIN XO-
poI1To pa3BuUTHIe TUCThI 5—10 pacTeHMIT OMHOTO BUIA,
KOTOpBIE JTUOMPUHUZUPOBAIM B aHAJIMTUIECKOM Ja-
o6opatopun MHCTHTYTa APKTUKUA U AHTApKTUKU B
n. bapeanoypr. McciaenoBanme (ppaKIIMOHHOTO M
SKMPHOKHWCJIOTHOTO COCTaBa JIUIIUAOB ObLIU BBITION-
HeHBI Ha HaydHOM oOopynoBaHuu LleHTpa Kojiek-
TUBHOTO TI0JIb30BaHMsT PDenepalbHOrO0 MCCIIEeIOBa-
TeJIbcKoro lieHTpa “KapenbCkuii HaydHBIM LIEHTP
Poccwuiickoit akagemun HayK” (J1a0opaTopust aHaI-
tnueckas WMJI KapHII PAH). CymmapHbie JTUINAIBI
BSKCTParupoBaii CMeChIO XJIOpoopMa U MeTaHOJIa B
cooTHouIeHnH 2 : 1. 2KrpHbIe KMCIOTH aHAJIM3UPO-
BaJIM B BUIE METIIOBBIX 3(bMPOB, KOTOPHIEC OTyJaIN
peaklyeil ¢ aleTWIXJIOPUIOM B MeTaHoJe. AHAIU3
MIPOBOAMIM Ha Ta30XMIKOCTHOM Xpomarorpade
“Xpomarak-Kpucrami-5000.1" (Poccus) ipu ciiemy-
IOIIMX YCJIOBUSIX: KanuiisipHast KontoHka HP INNO-
WAX (30 M, 0.32 MM); TemIiepaTypa KOJIOHKU, UCTTapy-
TeJIs, TNITaMeHHO-MOHM3aIlIMOHHOTO0 fmeTekTopa — 205,
240 1 260°C cOOTBETCTBEHHO; ra3-HOCUTEJb — a30T;
CKOPOCTb ITPOIYCKAHUS Yepe3 KOJIOHKY a30Ta, BOIOPO-
na, Bozmyxa — 50, 40, 400 MJI/MMH COOTBETCTBEHHO.
Nnoentudukanuio KK npoBomuiau mo BpeMeHam
yaepXXuBaHUSI CTaHAApTHBIX obpasuoB (Supelko, 37
kommoHeHTOB, CIIIA). OnpeneeHre KOIUIECTBEH-
Horo coaepxaHust KK mpoBoIuIM METOIOM BHYT-
pEHHETo cTaHaapTa (B Ka4eCcTBe CTaHgapTa — Maprapu-
HoBas kuciota) (Ilymsakosckas u ap., 2014). Pacuer
JIeJIaJiu B MT/T CyXOid MacChl 1 ajiee pacCUUTHIBAIU B
BECOBBIX IIPOLICHTAX OT CYMMABI.

Conep:kaH1e MUTMEHTOB IUIACTU B ACCUMUIAPY-
IOIUX OpraHax OIpenessIi B CITMPTOBBIX BBHITSDKKAX
(96%) ctiektpodoromerprmyeckuM Metongom (UV-1800,
“Shimadzu”, flrmoHMs) O ONTUYECKO INIOTHOCTHU B
MaKCHUMyMax IIOIJIOIIEHUST XJI0podmLIoB (@ u b) u
kapotuHounoB (Lichtenthaler, Wellburn, 1983).
ITpo6®I THCTHEB KaXKIIOTO BUIA PAaCTeHUI OTOMpPAIN B
5-KpaTHO# OGUMOJOTMYECKOil TMOBTOPHOCTH, a 3aTeM
aHAIM3UPOBAIM B 3-KpaTHOU aHAJIMTUYECKON MO-
BTOPHOCTMU.

OnucarefbHasl CTaTUCTUKA, CPaBHUTEIbHBINA U
KOPPEJSIIMOHHBINA aHaIU3 MPOBEAEHBI IO CTaHAAPT-
Hoil MeTomguke (Kopocos, 2007). AHanu3 cxomcTBa
HCCIeI0BAHHbBIX COCYIUCTBIX pACTEHU MPOBEIEH Ha
OCHOBE KOJIMYECTBEHHBIX TaHHBIX (MTI/T CyXOii Mac-
cbl) 1o 2ZKK cyMMapHBIX TUTTUI0B METOIOM KJlacTep-
HOTO aHaJIu3a, IJIs1 MOATBEPXKIESHUS Pe3yIbTaTOB KOTO-
pOro 4YMCJO uTepaluil OyTCTpeNnuHra COCTaBUJIO
10000 (IIuntuxkos, Po3en6epr, 2013). OueHKy COOT-
HowmeHuss HXKK v HH2KK nis BeigeieHHBIX Ipynn
pacTeHuit, chopMUPOBAHHBIX HA OCHOBE MpPUMEHE-
Ne 6
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Taomuna 1. ComepkaHre CyMMapHBIX JIMITUIOB U XJI0PO(MUIIIIOB B paCTeHUSIX apKTUYecKuX TyHap 3amamgHoro [nui-

OepreHa, cpenHue 3HayeHus1 +SE (n = 5)

Bun CyMMapHbI€ JTUTTUIIBI, MT/T C. B. Xnopodwuisl (a + b), Mr/r C. B.
TpaBsr
Oxyria digyna 401.5 £ 36.2 8.1 £0.07
Ranunculus sulphureus 178.8 = 10.7 5.5%+0.08
Cerastium alpinum 126.8 = 8.9 4.510.07
Saxifraga cernua 124.7 £6.2 3.6 £0.03
Silene acaulis 118.6 + 8.4 2.6 +0.02
Saxifraga cespitosa 101.9 + 8.1 2.4 £0.01
Stellaria humifusa 85.8 £2.6 3.8+ 0.06
Kycrapamukm
Salix polaris 1254+ 7.8 5.0+ 0.09
Betula nana 108.6 = 4.9 6.4 £ 0.11
Vaccinium uliginosum 86.5+5.2 5.21£0.07
Dryas octopetala 75.8 £4.3 3.8+0.09

HUSI KJ1acTepu3aluu, IIPOBOIMIIM C UCIIOJIb30BaHUEM
HOPMUPOBAHHOTO OTKJIOHEHMSI — YHHMBEPCAJIbHOTO
crocoba yHUdUKAMMA NAaHHBIX B BapUallMOHHOM
cratuctuke (Kopocos, 2007). CHavana mpoOBOOWIN
HOPMUPOBAaHME KaXAOro Ipu3Haka (KOJIUYECTBO
koHkpeTHOi KK —j =1, 2, ..., m) onpenaeseHHOro
Buma (i =1, 2, ..., n): t; = (x — M)/S, toe x — Konmye-
crBo KK Ha emmHuity Maccel (Mr/r), M — cpegHee
apudmeTndeckoe 1 .S — cTaHIapTHOE OTKJIOHEHUE 10
BceM KK ornenpHOro Buaa pacreHuii. danee 6e3pas-
MepHBbIE MpU3HaKK1 ycpeaHsu 11o rpyrne 2KK cymmap-
Hbx JMnua0B (CJT) (mmeHoBble, MOHOEHOBbBIE, TPUEHO-
BbI€, TETPACHOBbIE, HACBILEHHBIE): §; = 1/mY, | _, ,l;-
JaHHbIe MO BUIaM OMHOTO KJjacTepa YyCpemHsUIM, a
IJIsT 6oJiee HAIJISIAHOIO MpPEeaCTaBICHUSI pe3yIbTaTOB
cootHomieHuss HXKK n HH2KK wncrnons3oBanbl abco-
JIIOTHBIE 3HAYEHMST MHIEKCA, PACCYUUTAHHOI'O Ha OCHO-
BEe HOPMUPOBAHHOTO OTKIOHeHUs [f| ={1/nY; _, ,t].

Cratuctnyeckass o0paboTKa BBIITOJIHEHA B IIPO-
rpamMax Microsoft Excel 2010, STATGRAPHICS
Plus 5.0 u 6ecruiatHoM mmakete PAST v3.17.

PE3VJIBTATDbI

B wmccinemyemoit rpymme COCyAUCTBIX pacTeHUIA
o. 3anmagnbiii IIInunodepreH TOMUHUPYIOT HpeacTa-
BUTEIIN apKTUIecKon ppakanu GIIOPEI C TUPKYM- U
aMmduapeamamu (6oiee 70%), TipencTaBiIeHBI THITO-
apkThl (Vaccinium uliginosum subsp. microphyllum) v
MpeacTaBuUTeNn 0opeanbHOM hpakiumu ¢Jiiopsl (Befu-
la nana). Dxonormdeckasl rpymnmna IpeAcTaBlicHa B
OCHOBHOM Me3odurtamu 1 rurpoutoM (Stellaria hu-
mifusa), HO TaKXKe IIPUCYTCTBYIOT 3BPUTOITHBIEC BUIBI
(Betula nana, Saxifraga cespitosa, S. cernua) (Cexpe-
TapeBa, 2004).
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KonnyectBo CJI B acCMMWIMPYIOIINX OpraHax
KCCeA0BAaHHbBIX BUIOB BapbUpyeT B IIIMPOKOM JIMa-
na3oHe ot 75.8 mo 401.5 Mr/r cyxoro Beca (tabi. 1).
s TpaBIHUCTBIX PAaCTEHUI MMoKa3aTeslb CABUHYT B
CTOpOHY 0oJiee BbICOKMX 3HaueHuit (85.8—401.5), a
IUIsT ompeBecHeBawommx — Oonee Hu3kux (75.8—
125.4). Cpenu TpaB MakCUMaJlbHOE 3HAYEHUE OTME-
YEeHO Y IIMPOKO pacnpocTpaHeHHOro Bumaa Oxyria
digyna, a MUHUMAaJIbHOE — Y TIPEACTABUTES IPUMOP-
CKuX aKoToImoB Stellaria humifusa. B rpyrie “kycrap-
HUYKU” MaKCUMYM HaOJII0aeTCsl y pacpoCTpaHeHHO-
ro Buza Salix polaris, a MUHIMYM y TepMOMMIEHOTO BU-
Jla JOKaJIbHBIX 3KOTOIoB Dryas octopetala (tadn. 1).
K pacTutenbHbIM JUNMAAM OTHOCSIT MHOTHE M30-
MPEHOUTHBIE COSMTMHEHUS, B YMCIIO KOTOPBIX BXOIST
n xjaopodmiuibl. CymMMapHOe coAep:KaHHE XJIOpO-
¢unnoB (a + b) U3MeHsIeTCS B IIMPOKUX IIpeAcax OT
2.4 no 8.1 mr/r cyxoro Beca (tabxa. 1). Mexmy conep-
kaHueM CJI U NUTMEHTOB YCTaHOBJIEHA BbICOKas
3HaunmMas Koppensius (r = 0.72, p < 0.05), utro Mo-
JKET CBHIETEIbCTBOBATH O OOJBIIIOM 3HAYCHUU JIM-
NUA0B B POTOCUHTETUYECKON (DYHKIIMU Y pacTeHUM
Apktuku (Schmid, Ohlrogge, 2002; MapxoBckas,
IIImakoBa, 2017).

B cocraBe CJI acCMMUIMPYIOLINX OPTaHOB BCEX KC-
CJIeIOBAHHBIX pacTeHUiT nuneHTngnmponaHa 21 KK,
KOTOPBIE pa3IMYalOTCs MO IJIMHE YTISPOIHBIX LTSt
(ot 16 mo 24 aTOMOB yIJIepofa) U YHCIY TBOMHBIX
cBs3eit (Ta6a. 2). Jomuaupyomumu 2KK y Bcex Bu-
IoB (65—91% ot CJI) aBagioTcsl MajabMUTUHOBAS
(C16:0), muuomneBas (C18:2(n-6)) u o.-THUHOJICHOBAS
(C18:3(n-3)), 94TO COOTBETCTBYET JAHHBIM IIO pacTe-
HUSIM 00Jiee HU3KUX upoT (Zhivet’ev et al., 2010).

OneHKa BapbUPOBAHUS COIEPXKAHUS >KUPHBIX
KMCJIOT IoKa3ajla, YTO MEXBUI0Basi U3MEHYMBOCTh
JOCTOBEPHO BBIIlIE BHYTPMBUAOBOI IJis BCEX pac-
CMOTPEHHBIX TUIIOB XXHUPHBIX KHUCJIOT (KpUTEpHUii
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Baptaerra, p < 0.08). Comepxanne HXKK B CJI uc-
CJIeIOBAHHBIX PaCTeHU BapbupyeT oT 16 1o 56% ot
cymmbl 2KK: y TpaBIHUCTBIX MHOTOJIETHUKOB 3TOT
IHWara3oH cocTasiseT 16—44%, a y onpeBecHeBalo-
INX BUIOB — 25—56%. W3 TpaBIHUCTHIX PAaCTEHU
Haubobliee 3HaYeHHe (44%), cXomHOE C ompeBec-
HEeBaIOIIUMM BUAAMU, O0OHApyXeHO y Silene acaulis, y
OCTaJIbHBIX TpaB H0Jg He IpeBbiaeTr 27%. Camoe
Huskoe konndectso H2KK 13 rpynmer onpeBecHeBa-
IOIINX paCTeHUI 3aperuCTPUPOBAHO Y KyCTapHUIKA
Salix polaris (25%), 94TO CONMMXKAET €r0 C TPABIHUCThI-
MU pacTeHUsIMU. BBICOKMe 3HaYeHUs1 HaOII01al0TCI
y Dryas octopetala, tne B cocraBe CJI moMuHUpYIOT
HXK (56%). OcHoBHoii Bkiaa B coctaB H2KK BHO-
cuT nansMuTrHOBast Kuciora C16:0. Y onpeBecHeBa-
IOIINX PACTEHUI ee 3HAUEHME BBIIIC U COCTABIISIET
23—-35%, y TpaB He npesblaer 23% ot cymmbl 2KK.
Y kyctapHuukoB Dryas octopetala, Vaccinium uligino-
sum W TpaBIHUCTOTO BUma Silene acaulis BBHISIBIEHBI
penkue mmmHHouenoyeuHble 2KK: apaxuHosas (C20:0)
u 6ereHoBast (C22:0) ¢ conepkaHueM BhIIe 5%.

Conepxanne HH2XKK BappupyeT B quamna3oHe OT
44 no 84% ot cymmbl CJ1: y TpaBIHUCTBIX pacTeHMIA
56—84%, y onpesecHeBawowmmux 44—75%. Tlpu sToM
conepxaHue MoHoeHOBbIX KK B 11e710M y pacTeHUit
HeBbIcOKOe (5—13%), OCHOBHOM BKJIAM B X COCTAB Y
OOJIBIIMHCTBA BUIOB BHOCHUT OJIEMHOBAsI KUCJIOTa
C18:1(n-9). Hanmpumep, ee comepxkaHue y Stellaria
humifusa coctaBnser 80% OT CyMMBI MOHOEHOBBIX
kucioT. B cocraBe nununoB Ranunculus sulphureus,
Oxyria digyna, Salix polaris oTMedeHO GoJiee BbICOKOE
conepxxanne C16-MOHOEHOBBIX KHMCJIOT C Pa3HbIM
mojioXkeHneM nOBOMHBIX cBg3eit: C16:1(n-7) w
C16:1(n-5) mo cpaBHEHUIO C COAEPKAaHUEM OJICUHO-
Boii kucaoTel C18:1(n-9). ¥ Heckonbkux BUAOB (Si-
lene acaulis, Vaccinium uliginosum, Dryas octopetala)
MPUCYTCTBYeT TOHHOMHOBas kKucjiora C20:1(n-9),
kotopas y Vaccinium uliginosum 3aHUMaeT BTOPOE
MecTo 1ociie C18:1(n-9).

KonunuectBo nueHoBbix KK y GoyblIMHCTBA BU-
OB yBeJIWYMBAETCs, KaK MpaBuWio, B 2—6 pas IIo
cpaBHeHUIO ¢ MoHOeHOBRIMU KK. OgHako s Ky-
crapHU4KOB Dryas octopetala v Vaccinium uliginosum
MX KOJIMYECTBO OCTaeTCsI HAa YPOBHE MOHOEHOBBIX.
[pynmia nueHOBBIX KUCIOT MpENCcTaBiIeHAa IBYMSI Ce-
MEMCTBAMMU: C JBOMHBIMU CBSI3SIMH B ITOJIOXKEHUHU (n-6)
u (n-9). [N1aBHOIT 13 HUX SIBJISIETCS JIMHOJIEBAsT KNC-
nora C18:2(n-6), comep:kaHne KOTOPOIl COCTaBIISIET
6osee 90% cpenu nueHoBbIX KK y 60IBIIMHCTBA BY-
noB, a mast Dryas octopetala v Vaccinium uliginosum
SIBJISIETCSI €IMHCTBEHHOI1 (Ta0I. 2).

ConepXaHue TPUEHOBBIX KMCJIOT Y MHOTUX BUIOB
3HAUYUTEJbHO YBEJIUUMBAETCS 10 CPaBHEHUIO C TUe-
HOBbIMUM KuciaoTtamu. ImaBHoI TpueHoBoil KK sB-
sieTcs o-nmuHosieHoBas C18:3(n-3), Kak OCHOBHOI
KOMITOHEHT JIMTIUAOB JUCTbEB, €€ coaepKaHue I0-
CTUTaeT HauOOJNbIIMX 3HAYeHUl y Saxifraga cernua
(61%), Salix polaris (57%), Ranunculus sulphureus
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(52%), Oxyria digyna (52%). OnHaxo y BunoB Silene
acaulis, Stellaria humifusa conep>XaHue TPUEHOBBIX
okazanoch Huxe, 4yeM nueHoBbix KK. Hwuskoe co-
IepkaHue O-JIMHOJIEHOBOM KUCIOTh (20—29%) ot-
MEUEeHO U y OIpeBeCHEeBaIOIINUX pacTeHuii: Betula
nana, Vaccinium uliginosum, Dryas octopetala. Y HeKo-
TOPBIX BUIIOB OOHApyXeHa Y-JIMHOJIEHOBasT KUCIOTa
C18:3(n-6) ¢ MakcUMaJIbHBIM KoJIn4ecTBOM (4.2%) B
nuctesix Stellaria humifusa. B MUHOPHBIX KoJIMYe-
CTBaxX MACHTHU(MUIIMPOBAHBI KUCIOTHI IPYTUX OMO-
CUHTETUYECKMX CEMEWCTB, Hampumep, 16:3(n-4),
16:3(n-6) u 18:4(n-4). Conepxanne KK 16:3(n-6) y
Ranunculus sulphureus coctaBuiio okoiio 11% ot 06-
11eil CyMMbI 1 0K0J10 20% OT CyMMBbI TPMEHOBBIX KHC-
JioT. TeTrpaeHOBbBIE KUCIOTHI MOSIBISIIOTCS Y 5 BUAOB B
koymmaecTBe OT 0.7 mo 6.1% ot cymmer KK (tabur. 2).

[Jist ycTaHOBJIEHUSI CXONICTBA pAaCTEHUM apKTUYe-
ckoit TyHapsl HInudepreHa o KOJIM4eCTBEHHOMY
cocraBy 2KK mpoBeneH KiacTepHblIit aHanu3 (puc. 1).
B pesynbraTte ObUIO BbIAEIEHO 7 KJIACTEpPOB pacTe-
HUI1, KOTOpbIE OTJIUYAIOTCSI C JOBEPUTEIBLHOI Bepo-
SITHOCTBIO >95% (puc. 1). Jng TpakToBKU mudde-
pEeHIMallM¥ pacTeHU B 3aBUCUMOCTM OT COCTaBa
KK nmununoB ObLT MCIIOJIB30BaH METOA 00pabOTKU
JMIaHHBIX HA OCHOBE HOPMHPOBAHHOTO OTKJIOHEHUS U
npoBeneHa oneHKa cootHomennss H2XKK m HHXKK B
BBIZEJIEHHBIX KJIacTepax pacTeHuit (puc. 1, 2).

1s1 BUIOB MepBoit rpymnnbl Wiun Kiuacrepa (Dryas
octopetala i Vaccinium uliginosum subsp. microphyllum)
XapakTepHO BbICOKoe conaepxanme HXKK, 0Ooiee
HU3KOE — TPUEHOBBIX U MPUCYTCTBUE TETPACHOBBIX
HH2KK, KoTOphbie MOBHIILIAIOT BEIMYMHY HEHACHIIIEH-
HocTu JunumoB. Bo Bropom kimactepe (Betula nana)
Takke HabytomaeTcs Bbicokoe conepxxaHue HXKK,
yBenauuuBaeTcs poab TpueHoBbiXx HH2KK u orcyt-
ctBytoT TerpacHoBble HHXKK. ¥V Bumos Tperbheit
rpynnsbl (Silene acaulis n Stellaria humifusa) oTMeua-
eTcsi MakcuMaiibHOe 3HaueHue nueHoBbix HHXKK n
ocTaloTcs BeicoknMu 3HaueHuss H2KK; B HeOombImom
KoJIu4ecTBe, HO uMmeroTcs: TerpacHoBble HH2KK. ¥V
BUIOB 4eTrBepToro kiacrepa (Cerastium alpinum nu
Saxifraga cespitosa) conepxanne HXKK cHuxaercs,
HO yBeJIMYMBaeTcs KoandecTBo TpueHoBbix HH2KK,
coxpaHsieTcss 3HaynMocTb nueHoBbix HH2KK u mpu-
cyrcrBytot TeTpaecHoBEIe HH2KK. B risiroii (Salix polaris
u Saxifraga cernua) v mectoii (Ranunculus sulphureus)
rpyIiax pe3ko [oMuHUpYyIoT TprueHoBble HH2KK, a B
cenpMoM Kinactepe (Oxyria digyna), HapsiLy ¢ JOMU-
HupoBaHueM TpueHoBbix HHZKK yBeauuuBaetcs
3HAYMMOCTD TUEHOBBIX (pHUC. 2).

Takum o6pa3oMm, CylIecTByeT OOJIbIIOE PA3HOO0-
pasue B cooTHomleHMM KomnoHeHToB HXKK n
HHXK. 310 ompeaenser peakluio pacTeHUU Ha
CTPECC U CBSI3aHO CO CIIOCOOHOCTBIO PETYJISIIUU Te-
KYy4E€CTH U IPOHMUILIAEMOCTH MeMOpaH pa3HbIX BUIOB
pactenuit (Tsydendambaev et al., 2013). CnemoBa-
TEJIbHO, B aJalITUBHBIX IIPOLIECCaX Y PACTEHUIA BBICO-
Kot ApKTnKM ImprnHUMaroT ygactre Kak H2XKK, tak n
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Puc. 1. lenaporpamma cXoACTBa BUIOB 1O KOJUYECTBEHHOMY COCTAaBY XXMPHBIX KMCJIOT, MOJyYeHHAsi METOIOM OJIMXKAMIIIero
cocezia 0 MaTpUile HOPMUPOBAHHBIX €BKJIMIOBBIX MTUCTAHIIUI C HAHECEHHBIMU OLIEHKAMU OYTCTPET-BepOSITHOCTEM BETBE;
MYHKTUPOM paseieHbl KJIacTepbl pACTCHUI C JOBEPUTEIBLHOI BEepOSITHOCTBIO >95%: Saxifraga cespitosa (S_ces), Oxyria digyna
(Ox_dig), Dryas octopetala (Dr_oct), Salix polaris (S_pol), Silene acaulis (S_ac), Stellaria humifusa (St_hum), Saxifraga cernua
(S_cern), Vaccinium uliginosum microphyllum (V_ul_m), Ranunculus sulphureus (R_sul), Cerastium alpinum (C_alp), Betula nana

(B_nana).

3.0

m HXK CJI

I I1 I11

m Inenossie HHXKK CJI

O Mounoenossie HH>KK CJI
B TerpaeHoBbie HH2XKK CJI
B Tpuenossie HHXK CJI

IV \Y VI

VII

Puc. 2. CooTHOLIEHNE HACBIIIEHHBIX M HEHACBIILIEHHbIX XXUPHBIX KUCHOT (2KK) cymmapHbix mununos (CJI) y cemu BblIeIeH-
HBIX KJIACTEPOB PacTeHUil apKTuyeckoil TyHIphsl LllnuubepreHa, paccdiuTaHHOE Ha OCHOBE HOPMUPOBAHHOTO OTKJIOHEHUS
(MCII0JIb30BaHbI A0COJIOTHBIE 3HAYEHU 1151 60JIee HANISIAHOLO MIPEACTABIEHNs JaHHbBIX — [f).

HH2KK (n306upareibHO I1MEHOBBIC, MOHOCHOBBIE U
0oJiee 3HAYMMO TPUEHOBBIE) CyMMapHBIX JIMIIUIOB.

OBCYXIEHHUNE

IMoyyeHHEIE pe3yIbTaThl II0KA3aJI1, YTO UMEETCS
3aBUCUMOCTb MEXOy OMOJIOTMYECKUMH OCOOCHHO-
CTSIMM BUIOB (;KM3HEHHas1 (popMa, CTETIEHb yCTOM-
YUBOCTH, TeorpaduiecKuii apeaj) 1 COCTaBOM KHUP-
HBIX KMCJIOT B CyMMAapHbIX Junupax. s oneHKu
MnpearnojiaraéMoii 3aBUCUMOCTH ObLT BEIOpAH MHTE-
rpajbHBIA 3KOJIOr0-OMOJIOTUYECKUII MoKa3aTellb,
VYUTBHIBAIOIIUN OMOJIOTUYECKE OCOOCHHOCTU BH-
noB — “aktuBHOCTh Buga” (FOpues, 1968). Cornac-
HO IIOHSTHUIO TepMHMHA “aKTUBHOCTH’, BBIIACIISICTCS
nsaTh Kateropuil aktuBHocTu (I—V), ¢ OyKBEeHHBIM

KYPHAJI OBILIEN BUOJIOTUU

0003HaYE€HHEM CTEeTIEHU OOMJIUSI: a — BBICOKOE U b —
Hu3koe obunne. B padore H.E. KoponeBoii ¢ coas-
Topamu (2008) ObLIIO MPOBEAEHO MCCIESIOBAaHUE aK-
TUBHOCTU BUIIOB BBICIINX COCYAMCTBIX pPaCTeHUIA
¢mopnl 3amagHoro IlInmiidepreHa, 4To ITO3BOJIMIIO
MpoaHaJIUu3uPOBaTh U PACCMOTPETH BBISIBJIEHHBIE Ha-
MU 3aKOHOMEPHOCTHU KJIaCTepU3alliu IPYINbl BUIOB
o TUNUAHON pakiiuu metadboauToB. Mcrnonb3oBa-
HUE Te000TaHWYEeCKON XapaKTepUCTUKU (aKTUB-
HOCTB BHJIa) ITOKAa3aJ10, 9YTO B IIEPBHIN 1 BTOPOI KJia-
CTepbl BOLLLJIM PACTEHUsI C HU3KOM U CpenHeil akTUB-
Hoctbio (Kateropusi I u III), B Tpermii Kiactep
BOIIUIA BUOBI CO CPENHEN M BBICOKOW aKTMBHOCTBIO
kateropueii I11a u IVa, B 4yeTBepThIli—CeabMOM Kiia-
CcTephbl BOILIM BUAbI aKTUBHbIE U BbICOKOAKTUBHBIE
(xareropuu 1V u V). BeisiBieHHas CBSI3b MEXIy OMO-
Ne 6
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XUMWYECKON M TeOoOOTaHMIECKON XapaKTepUCTHUKA-
MU UCCIEIOBAHHbBIX PACTEHUI MO3BOJISIET OJOMUTU K
paccMoTpeHuIo ydyacTus oTaoeabHbIX KK B agamnrta-
U BUIOB K YCIOBUSIM APKTUKU.

Taxk, B miepBbIe ABa KjacTepa 0ObeIMHEHBI BUIBI
(Betula nana 1, Vaccinium uliginosum subsp. microphyllum 1,
Dryas octopetala 111a), y xotopbix B coctaBe CJI mo-
MmuHupyior HXK (42—55% ot cyMMBbI), 4TO U OIIpe-
JelisieT MX HU3KYIo (QYHKIIMOHAJbHYIO aKTUBHOCTh
(xareropus I u 111) 1 orpaHnyeHMsI B OCBOEHUM 1IN~
pokoro crektpa 3kotornoB (Rénning, 1996). Brto
Teruiojro0uBbIe pacTeHus (Alsos et al., 2007), KoTo-
pBIe TN0O CITOPaTUYECKM 3aXO0T B BEICOKYIO APKTHKY,
00 HaxodsITCS Ha Tepudepry apeana CBOEro pac-
npocTtpaneHus (Befula nana). OHun 3aHUMaloT 60see
OJaronpusiTHhIE JIOKaJIbHEIe MecTooouTtanus (Dryas
octopetala) Uiy BCTPEYAIOTCS TOJBKO B €IMHMYHBIX
Mectoooutanusix (Betula nana, Vaccinium uliginosum
subsp. microphyllum).

K Ttperbemy kinactepy oTHocaTcs Bunbl (Silene
acaulis 111a u Stellaria humifusa 1Va), y KOTOpbIX 3Ha-
ypmo npucyrctByioT H2XKK. VY Silene acaulis otmeueHbI
nnuHHouenouynble HXKK (22:0) u terpaeHoBass KK
(20:4). ¥ Stellaria humifusa ipuCcyTCTBYIOT IIUHHO-
nenoyHblie TerpacHoBble KK (20:4), noMUHUpPYIOT
nmmenoBble HH2KK, 9To otimuaeTr nx ot Ipyrnx BUOOB.
Silene acaulis 1BNsIETCSI TOMYIIIKOBUIHBIM PACTEHUEM,
Ho B ycyoBusix lllnuubepreHa ee mpouspacTaHue
OrpaHMWUYEHO MPOTrPeBaAEMbIMU, MAJIOCHEXHBIMU Me-
CTOOOUTAHUSIMU, B OTJIMUME OT O0Jiee I00KHBIX BBICO-
koropuii (Koérner, 2003; Bonkos, 2006). Stellaria hu-
mifusa — apKTUUYECKOE pacTeHHE MPUMOPCKUX KO-
TOMOB, BBICOKAsI aKTUBHOCTh CBsI3aHA C IIUPOKUM
pacrnpocTpaHeHUEM JaHHBIX 3KOTOIOB BO BHYTPEH-
HUX (dbopaax, Iie M MPOBOAUIUCH UCCIEAOBAHUS
(Rénning, 1996).

YeTBepTHIii KJIacTep BKIIIOYACT IBA aKTUBHBIX BH-
na (Cerastium alpinum Vb u Saxifraga cespitosa 1Vb),
KOTOpBIE IIMPOKO MPEACTABICHBI B 9KOTOITaX Uccie-
nyemoit Tepputopun (Rénning, 1996). B mummmHoM
CIIEKTpE Y HUX TOMUHUPYIOT TMEHOBBIE U TPUEHOBBIE
HHZKK. VY Cerastium alpinum ypoBeHb HEHACBIIIEH-
HOCTH MOIACPXKUBAECTCS ellle W TPYIOi TeTpacHO-
Bbix HH2KK.

ITaTerii XnacTtep TMpeacTaBieH BHICOKOAKTUBHBI-
Mu Bugamu (Salix polaris Va n Saxifraga cernua 1Va),
KOTOphIE 3aHUMAIOT IIUPOKUI CIEKTP 3KOTOIOB
(Rénning, 1996). [lj1s HUX OTMEYEHO BBICOKOE COAEp-
xkanue TpreHoBbIx HH2XKK (57—61% ot cymmer 2KK).
Bricokass aktuBHOCTE Salix polaris moaTBepxXmeHa
JuTepatrypHbIMM naHHbIMU (Stupianek et al., 2019).
DTOT BUJI SIBISIETCS KO/UIEKTUBHBIM JOMMHAHTOM B
GOJIBIIMHCTBE PACTUTEILHBIX COOOIIECTB apKTUYe-
ckux TyHap lInudepreHa, oTMeueH IIOYTU BO BCEX
TUIAX MECTOOOUTAHM (32 UCKITIOYEHUEM IPUMOP-
CKMX Maplleil U TUISKe), I[Ie BCTpeYaeTcsl C BBICO-
kuM 1noctossHeTBoM (Koposesa u ap., 2008).
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Ilecroii xknactep comepxxut Ranunculus sulphu-
reus — aKTUBHbII apKTUYECKUI BUO, HO HE UMEIOLLIMIA
BBICOKOIO y4yacTusi B cooOuiectBax (kareropusi IVb).
R. sulphureus 3aHUMaeT pa3IMYHBIE MECTOOOUTAHMSI,
HO HUKOTIa HE BXOAUT B COCTaB JOMUHAHTOB B CO00-
1IecTBax UccieaoBaHHOTO paiioHa (KoposeBa u np.,
2008). ¥ Hero mommHupyoor tpueHoBble HH2XKK u
MPUCYTCTBYIOT JJIMHHOIIEIIOYHBIE TeTpacHOBBIe KK
(20:4(n-3)).

CenbpMoii KJIacTep MpeAcTaBieH OOHMUM BUIOM —
Oxyria digyna (xateropus 1Va). 9to Kateropus no-
BOJILHO OOBIYHBIX BUIOB, KOTOPBIE BCTPEYAIOTCSI HE-
CKOJIBKO peXe 1 C MEHBIIIUM MOCTOSIHCTBOM, YEM BbI-
COKOAKTUBHBIE BUIIbI, HO B HEKOTOPBLIX MECTOOOUTA-
HUSX BXOIOIT B COCTaB AJOMMHAHTOB COOOIIECTB
(Koposnesa u np., 2008). ¥V sToro Buma oTME4eHO
MakcuMaibHoe coaepxkaHue CJI 1 Hu3koe paz3Ho00-
pasue mHAMBUAYyalIbHBLIX KK, 4mMciio KOTOpPBIX He
MpeBBIIIACT IMECTH, ecid He yuuThiBaTh KK ¢ H13-
KM coiepxkaHueMm (MeHble 1%). O. digyna — apk-
TOANBIOUMACKUI BUJI, IIUPOKO MPEICTAaBICH Ha aH-
TPOIIOTEHHO TPaHC(HOPMUPOBAHHBIX 3KOTOIIAX, TIe
MOXET MMETb BBICOKYIO OMOMAcCy, B JIECATKU pa3
MPEBBIIAIIIYI0 OMOMAacCy pacTeHU B €CTEeCTBEH-
HBIX SKOTOMAaX.

SAKJIIOYEHHME

MccnenpoBanHas rpyIma BUIOB COCYIMCTHIX pac-
teHuii 3amagHoro ImubepreHa, KOHTPACTHBIX MO
CBOEI cucTeMaTU4ECKOI, reorpaduyecKoii M 3KOJI0-
TMYEeCKOil NpHHAIJIEKHOCTH, OObeOMHEHA B CEMb
KJIaCTEPOB Ha OCHOBE KOJMYECTBEHHOIO COCTaBa
CYMMAaPHBIX JIMIIUIOB ¥ COOTHOIIEHMSI HACHIILIEHHBIX
¥ HEHACBIIIEHHBIX XXUPHBIX KUcI0T. HopMupoBaHue
KoJMM4YecTBeHHbIX maHHbIX 1o KK mpemocraBumiio
BO3MOXHOCTb OLICHUTH NX COOTHOIICHHNE B Pa3HbIX
10 TepMOyCTOMYMBOCTU pacteHusix. B rpyme CJI
nmomuanpoBanre HXKK mwmr HHXXK 3aBucut ot xo-
JIOAOYCTOMYMBOCTHA BUAOB PACTEHUIA, YTO OMPEALCIISIET
HMX CTeNeHb pacHpOCTpaHEHUsI Ha PKOTOIlax MCCle-
JIOBAaHHOI TePPUTOPHUU.

JIBa mepBbIX KjiacTepa O0ObeAMHUIN TepMODUIb-
Hble KyCTapHUYKU. [1J1s1 TaHHBIX BUIOB YCTAHOBJIEHbI
MUHUMAJIbHbIE TEeMIIEpaTyphbl >XKU3HEIESATeIbHOCTHU
o utonto: Vaccinium uliginosum subsp. microphyllum
(5—6°C), Betula nana (6—7°C), Dryas octopetala
(3—4°C) (Alsos et al., 2007). DT pacTeHUs UMEIOT
Beicokre 3HaueHuss H2KK, 4to orpaHmumBaeT nx
(YHKIIMOHAJIBHYIO aKTUBHOCTb U LIMPOKOE pacipo-
cTpaHeHue. {715 BUOB OCTalIbHBIX KJIACTEPOB Xapak-
TepHO OoMUHUpoBaHue conepxaHus HHXKK. Bro
oOecrieuuBaeT MoaaepKaHue TeKyuyecTd MeMOpaH u
SIBJISIETCSl BEAYLLIMM MOKa3aTeJeM B aJanTaluu pac-
TEHUI K OoJiee IIIMPOKOMY IMana3oHy YCJIOBUM U, CO-
OTBETCTBEHHO, paclIUpsieT BO3MOXHOCTU B OCBOE-
HUU apKTUYECKUX IKOTOIOB.
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CrnemyeT OTMETUTD, YTO IJISI pacTeHU APKTUKUA
XapakTepHO Oo0JbllIoe pa3HOooOpa3ue MUHOPHBIX
HH2KK, xoTopble 3HAYUTETBHO YBEJIWYUBAIOT pa3-
HooOpa3ne myrei cuHTe3a KK 11, cOOTBEeTCTBEHHO,
YKCJIO YYACTBYIOIIMX B afaNTallMid MHIVBUIYaJIbHbBIX
mununoB (Betula nana, Stellaria humifusa, Silene
acaulis 1 np.). OgHAKO 0COOEHHOCTBHIO HEKOTOPBIX
XOPOIIIO afalTUPOBAHHBIX K YCIOBUSIM APKTUKU BU-
JIOB SIBJISIETCSI pe3KOe OTpaHUYCHUE YUCJIa UHIUBU-
IyaJbHBIX JTUIIMOOB, Haripumep, Oxyria digyna, Salix
polaris, Saxifraga cernua.

TakuMm o00pa3oM, K OCOOEHHOCTSIM JIUITHMIHOM
¢pakyy BHUAOB BBICIIMX COCYIUCTHIX pacTeHUM
ApPKTHUKI MOXHO OTHecTH: akTuBHOe ydactne HXKK
u/mwim HH2KK B >ku3HemesiTeIbHOCTU pacTeHUil B
nepuo aKTUBHOM BereTaluy, 00JIbIIOe KOJIMIECTBO
muHOPHBIX KK, IprcyTcTBHE Y OONBITMHCTBA BUIOB
mmHHouenouyHbix kKak HXKK, Ttak m HHXK.
Y GONBIIMHCTBA HMCCIEIOBAHHBIX BHUIOB OTMEYEHO
JIOMMHUPOBAHUE TPUEHOBOM — JmHOJIeHOBOM KK,
yBEJIUYEHUE COIEPXKAHUS KOTOPOI CBSI3bIBACTCS C
BBEICOKUM YpPOBHEM (DYHKIIMOHAJIBLHOM aKTUBHOCTU
MeMOpaHHBIX CHUCTEM, UTO MOATBEPKIAECTCSI M ITaH-
HbIMU ApyTux aBTopoB (Crentos u ap., 2017).

Pabota BbeInosiHeHa B pamkax mnpoekta I[TABCU
KHII PAH “PacturtebHO-IIOUBEHHBIE PECYPCHI, CO-
BEPIIIEHCTBOBAHME METOMNOB YIpPaBJICHUS OXpaHse-
MbIMU TIPUPONAHBIMU TEPPUTOPUSIMU B  YCIOBUSIX
KITMMaTUYeCKUX U3MEHEHUI U aHTPOIIOTEHHOTO BO3-
IEeUCTBUS M ONITUMU3AIAN CPEebl OOMTAaHUSI YeIoBe-
ka Ha apxumneiare IlInuuoepren” (Ne roc. perucrpa-
i AAAA-A17-117121120045-5).
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Involvement of lipids into adaptations of higher vascular plants
to the conditions of West Spitsbergen

E. F. Markovskaya®> *, O. A. Rozentzvet?, N. Y. Shmakova3, A. A. Zorina!, M. A. Il’inova*

! Petrozavodsk State University
Pr. Lenina, 33, Petrozavodsk, 185910 Russia
2Institute of Volga Basin Ecology, RAS
Komzina, 10, Togliatti, 445003 Russia
3Polar-Alpine Botanical Garden-Institute of Karelian Research Centre, RAS
Fersmana, 184, Apatity, 184209 Russia
4 Forest Research Institute of Karelian Research Centre, RAS
Pushkinskaya, 11, Petrozavodsk, 185910 Russia

*e-mail: volev 10@mail.ru

Fatty acid (FA) content and composition of total lipids in the leaves of eleven dominant and rare plant species
inhabiting Arctic tundra of West Spitsbergen during the active vegetation were analyzed. The species differ in
biology, ranges, distribution, and ecotope association. Totally 21 types of FAs with a chain length of 16 to 24
carbon atoms containing from 2 to 4 double bonds have been identified. It was found that in all studied plants,
palmitic (16:0), linolenic (18:3(n-3)), stearic (18:0), palmitooleic (16:1(n-7)), oleic (18:1(n-9)), linoleic
(18:2(n-6)) acids make a high contribution to the FA composition. Ten species are characterized by the pres-
ence of long-chain FAs with more than 20 carbon atoms. The presence of tetraene FAs was noted in 5 Arctic
species. Seven groups of higher vascular plants were identified with cluster analysis of FAs composition. The
relationship between the composition of the cluster lipids and the geobotanical index of “species activity” is
shown, which indicates the active participation of the lipid component in the species distribution in the study
area.
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CoBpeMeHHBbIe MoJIeKyIsIpHO-TeHeTuueckue (MI') dunorenuu Bo3oynutesst uyMsl ( Yersinia pestis) mocty-
nupytoT Hasmuue B CpenHeBeKoBbe B TpomexyTke mexay nepBoii (VI—VIII BB. H. 3.) u Bropoii (XIV—
XVIII BB.) naHaeMUSIMU YHUKAJIbHOM MOJIUTOMUM (TPUXOTOMUM ) — OMHOBPEMEHHOTO, “B3pbIiBHOTO” (“Big
Bang”, y3en N07) obpazoBaHus Tpex HOBbIX (hrstoreHeTnueckKux TuHuit (2.ANT, 3.ANT u 4.ANT), ucxo-
NSLIMX U3 0a3alIbHOU runoTeTnyeckoit BeTBu 0, U (MOYTU) CUHXPOHHOE BO3HUKHOBEHUE MPUPOIHBIX OYa-
TOB B TOMYJISILIMSX MOHTOJILCKOTO cypKa (Marmota sibirica) Ha oO1IMPHBIX pocTpaHcTBax LleHTpanbHOi
A3uu B HelaJIeKOM HUCTOpUYECKOM mpoIuioM, okoJio 1000 & 400 et Tomy Ha3an. Kay3aiabHbBIX 00ObSICHEHUIA
3TOMY BbI3bIBAIOIIEMY COMHEHMUSI TIPUPOIHOMY peTpo-heHoMmeHy MT-tionxon He naeT. Kak aibTepHaTuBa,
9KOJIOTUYECKUE TaHHbIE CBUAECTEIbCTBYIOT O BOBHUKHOBEHNH YKa3aHHOM MOJUTOMUY Ha pyOesKe IieiicTo-
IIeHa W TOJIOlieHa BCJENCTBUE CUHXPOHHOTO TOJUTOINHOTO (opMupoBaHUsi reHoBapuaHTOB 2.ANT3,
3.ANT2 u 4.ANT1 Yersinia pestis B Tpex reorpaduyecKux IOMYJISILIUSIX MOHTOJIBCKOIO cypKa (Marmota si-
birica). EcrecTBeHHasi TeppuTOpUAIbHASI SKCITAHCUS MU MUKPOS3BOJIIONUS 3TUX TeHOBAPUAHTOB MTPOXOIMIIA
CaMOCTOSITEIbHBIMU MYTSIMU U COMPOBOXKIATACH MapaylJieTbHbIM (P OPMUPOBAHNEM MHOTOUYUCIIEHHBIX MPO-
U3BOIHBIX TEHOBAPUAHTOB, XapaKTEePU3YIOIINX COBPpEMEHHbBIE MMPUPOIHbIE o4aru YyMbl Asuu. JuiemmMa
BO3HMKHOBEHUS OJIUTOMUM Ha (PUTIOTeHETUYECKOM IepeBe Y. pestis TpeOyeT u3ydeHust B 000X Hampas-

neHuax: MI' 1 5KoJTornyecKoMm.

DOI: 10.31857/50044459621060075

Bo30ynutenb uyMbl — MUKPOO Yersinia pestis — sI1B-
JISIETCSl YHUKAJIbHBIM IIpEACTaBUTEIEM CeMeicTBa
KUIIedyHbIX OakTepmit Enterobacteriaceae m poma
Yersinia. I1o coBpeMeHHBIM olileHKaM Enterobacteri-
aceac HacuuThiBaeT 51 pon m 238 BuUIOB OakTepuii
(Octavia, Lan, 2014). Han6oJiee 3HaUMMBIMU B 3111~
JIeMUOJIOTUYECKOM OTHOIIICHUH SIBJISIFOTCS TIpeIcTa-
Butenu ponoB Escherichia, Salmonella, Shigella,
Klebsiella, Proteus n Yersinia. Jlpyrne sHTepo6aKkTe-
pUM MOTYT BBI3BIBATh OIITOPTYHUCTHUUYECKUE WH-
dexkuun. Pon Yersinia Bkiodaer 18 BumoB, Tpu U3
kotopeix (Y. enterocolitica, Y. pseudotuberculosis,
Y. pestis) OTHOCSIT K TaTOr€HHBIM JIJISI YeJIOBEKA U KU -
BOTHEIX. I[Ipy 3TOM moOKa3aHO, YTO HEIIOCPEACTBEH-
HBIM IPEIKOM YYMHOTO MUKPOO0a SIBIASIETCS BO30OYI1-
TeJIb IIceBAOTYOepKyne3a 1-ro ceporuna (Y. pseudotu-
berculosis  O:1b), a  To4yHee  BO30OyOUTENIb
TaJTbHEBOCTOUYHOM CKapJIATUHOIIONOOHOIM JTMXOopas-
ku (JACJI), uMeonunit 4eTKrue KIMHUYECKUE TTPOsIB-
JeHus1 U reHetudeckme ocobeHHoctn (Fukushima
et al., 1998, 2001; Skurnik et al., 2000; ComoB u ap.,
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2001; Eppinger et al., 2007; McNally et al., 2016). BbI-
COKO€ T€HETHMYECKOEe CXOICTBO IIPEIKOBOTO ICEBIO-
TYOEpKYJIE3HOTO M IIPOU3BOTHOTO YYMHOTO MHUKPO-
0OB yKa3hIBacT Ha MX HEJABHIOIO OBICTPYIO ITHBEpP-
reHuuio (Achtman et al., 1999, 2004; Skurnik et al.,
2000; Morelli et al., 2010).

M3 Bcero MHOTOOOpasust MUKpob6oB ceMm. Entero-
bacteriaceae TOITbKO MUKPOO IyMBI CTAJI BO3OyIUTE-
JIEeM TPaHCMMCCHUBHOI 00JIe3HU U B IIPUPOJIE Iepeaa-
eTCs yepe3 YKYChI 010X. XOTS 10 OMOXUMUYECKUM U
MojeKyiasapHo-TeHeTndeckuM (MI') mpusHakam cu-
CTeMAaTUKU CIIPaBEIJIMBO OTHOCST Y. pestis K KMIIEU-
HBIM MHUKpobaM ceM. Enterobacteriaceae m mpuHM-
MaloT B Ka4eCTBEe HOMEHKJIATYPHOI'O TUIIOBOI'O BUIA
p. Yersinia, baxTmyecK 3TOT BUJI 3aHUMAET IPUHIIN -
MMaJIbHO MHYIO aJallTUBHYIO 30HY U IIPOSIBIISIET CceOsI
KakK BO30yIUTEIb CUCTEMHOH (“KpOBSIHOI ) MH(pEK-
UM, T.€. II0 3KOJOTMYECKUM (ITHOJIOTHMIECKUM)
MpU3HaKaM OH JOCTOWH paHra OTAeJbHOTO poaa WiIn
nIaxe cemelicTBa. B 3BOIIOIIMOHHOM TEOpUH TTEpEX0-
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IIbI B HOBYIO IPUMHIIMIINXAJIBHO MHYIO aIalITUBHYIO 30-
HY paccMaTpUBalOT KaK MPOLECChl MaKPO3BOJIIOLIUU
¢ hopMHUpPOBaHUEM HOBBIX BUAOB 1 HAABUIOBHIX TaK-
coHoB (CumrncoH, 1948). OTo o3HayaeT, YTO BUI
Y. pestis He sABsIETCS TUITUYHBIM UIS p. Yersinia n He
MOXKET IIPENCTaBIISITh TUIIOBOM BuA. IIpouecc mpeo6-
pa30BaHMs NOITYJISIIMHY (KJIOHA) TICEBAOTYOEPKYIE3HO-
ro Mukpoba Y. pseudotuberculosis O:1b B UICXOTHYIO MO~
MYyJISIAI0 YyMHOTO MHUKpoOa ObUI YHUKAJIbHBIM —
OBICTPBIM, “KBAaHTOBBIM, 3aBEPIITMBIIMMCSI MAaKpPO3-
BOJOLIMOHHBIM 3P dekTom (CyHuoB, CyHIloBa,
2008; CyHuos, 2015, 2018a). [ToaTomMy npu peKOH-
CTPYKIIMU (prtoreHun Y. pestis CleayeT IMOIXOIUTh K
Hell Kak K ad hoc 3BOJIIOLIMOHHO-UCTOPUYECKOMY
Ipolieccy.

MI'-MeTogaMu MOKa3aHO, 4YTO BHIO0Opa3oBa-
TENbHBINA Mmpolecc Y. pestis — 3TO PELCHTHBIA NpuU-
ponHbIii (peHOMeH. PasHbie aBTOpPBEI Ha OCHOBAHUM
MTI-gaHHBIX JAaTUPYIOT TMBEPTEHIIMIO TICEBAOTYOEp-
KYJIC3HOTO 1 YYMHOI0 MUKpPOOOB BpemeHeM oT 1500
1o 30000 et Hazanm (Achtman et al., 1999, 2004; Mo-
relli et al., 2010; Cui et al., 2013; Pisarenko et al.,
2021). B 6a3anbHYy10 YacTh (PMIOTreHETUIECKUX JIepe-
BbEB MoMeIaloT “apxeoyiornuyeckyio” JIHK aymHoro
MUKpOOa U “IOJIEBKOBBIE” MOABUABI, TIPEACTABICH-
HEBIe TeHoBapuaHTaMu BeTBU (kitactepa) 0.PE (ouo-
Bap Pestoides), KoTopble cunTaroT HaudoIee IPEBHI-
Mu (Cui et al., 2013; Spyrou et al., 2018; Demeure
et al., 2019; Kucimuukuna u ap., 2019; Sebbane et al.,
2020; Pisarenko et al., 2021). MecToM IIpoucCXOXIe-
HUs1 yyMbl HasbiBaloT Kaskas, Ilamup, LleHTpasb-
Hy1o Asmio, Tuber u/unm paiioHbl, OJIM3KME K HUM
(Achtman et al., 2004; Zhou et al., 2004a, b; Li et al.,
2009; Cui et al., 2013; Pisarenko et al., 2021). Heus-
0EXXHO BO3HMKAIOT BOIIPOCHI: KAKMe IIPUPOIHBIE CO-
OBITHSI, OONBIINE WJIM MaJible, IIPOM30LLIA B A3UN
(WU ¢ MeHblIIell BEpOSITHOCThIO B KAKOM-JIMOO ApYy-
roM paiione Ctaporo CBeTa) B He CTOJIb OTTAJICHHOM
MCTOPUYECKOM IIPOIILIOM, KOTOPBIE IPUBEIU K IIpe-
oOpa3oBaHMIO MONyJsIuUU (KJIOHA) KUIIEYHOTO
IICEeBAOTYOEPKYJIE3HOI0 MMKpOOa B MOIYJISIIAIO
“KpOBSTHOTO” MUKpoOa YyMBI KaKMM-TO YHHWKAaJlb-
HBbIM (MaKpO3BOJIIOLIMOHHBIM) CITOCOOOM; B OMYJISI-
LUSIX KAKOTO BHUIA TEIUIOKPOBHOIO XO3sSMHA U IIPU
KaKNX YHUKAIbHBIX 3KOJOTMYECKUX (OMOreorneHo-
THUYECKUX) OOCTOSITEJICTBAX BOBHUK MCXOMHBIN ouar
qyMbI?

OTBeTHl Ha BOIMPOCHI, I1e, KOraa, Mpyu Kakux 00-
CTOSITEILCTBAX M KaKMM 00pa30M BO3HUK BO30ydu-
TeIb YYMBI, UMEIOT OE3YCIIOBHBIN TCOPETUISCKUIN N
MnmparMaTu4yeckuii uHTepec. M pelieHue 3TUX 3a1ad,
KaK HaM IIPEJICTaBIISIETCSI, HEITOCPEICTBEHHO CBSI3aHO
C OTBETOM Ha BOIIPOC O MIPOUCXOXICHUN MOJIUTOMUU
YyMHOTO MUKPOOa B MOITYJISILIUSIX MOHTOJILCKOTO CYp-
Ka (Marmota sibirica). Ha ¢puniaoreHeTM4ecKux nepe-
BbSIX, ITOCTPOCHHBLIX Ha ocHoBe MI-meTomoB, Ha
BpeMEHHOM OTpe3Ke UCTOPUU MEXIy NepBoii (“uyyma
KOctuauana”, VI-VIII BB.) m Bropoit (“YepHas
cmepth”’, XIV=XVIII BB.) mangeMusiMu o003HadYeHA
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noauToMust (Tpuxotomus “Big Bang” wiu yzen NO7)
(Cuietal., 2013; Demeure et al., 2019; Sebbane et al.,
2020) (puc. 1). DTy moauToMUIo 00pa3yioT CypoUubH
(ouoBap Antiqua, ANT) ¢uioreHeTMYeCKNEe TUHUN
2.ANT, 3. ANT n 4.ANT, KoTOopble BKITIOYAIOT, ITO-
MUMO TIpOYMX, TpU TeHoBapmanta — 2.ANT3,
3.ANT2 u 4. ANT1, uupKyaupyroIlire B Tpex reorpa-
(pryecKMX MONYJISILIMUSIX MOHIOJIbCKOIO CypKa-TapOa-
raxa: XoHT3MCKOM, XaHTalicKoit n Xapxupa-TypreH-
ckoii coorBeTcTBeHHO (CyH1I0B, 2020). 30ech ciaeny-
er 3aMeTuTh, 4YTo B Konro, Kenwnn, Tanzannm n
Vrannge B Nomy/IsilUsIX TUKOXWUBYIIIUX IPHI3YHOB BHI-
saBlieHa appukaHckasa “cypoubss” muHUS 1. ANT kak
KOMITOHEHT 3TOM Xe MOJIUTOMUM, HO 3Ta JIMHUS M€ -
€T aHTPOIIOT€HHOE IIPOMCXOXICHME, SIBJISIETCS MPO-
M3BOJHOI OT IITAMMOB, 3aBE3€HHBIX YEJIOBEKOM U3
Aszum B Cpenn3eMHOMOpPhE U gajiee AQpUKY B IepH-
on 1-it u/vnm 2-it manaemuii (Achtman et al., 1999;
Haensch, 2010; Namouchia et al., 2018). IIpenie-
CTBEHHMKA MNEPEUYMCICHHBIX JUHUNA U F€eHOBapuaH-
TOB OTHOCAT K ApeBHel muanr 0.ANT, mpencraBurenmn
kotopoii (renoBapuanTel 0.ANTI1, 0.ANT2, 0.ANTS3,
0.ANTS5) xapakTepHBbI I 0O4aroB YyMBI B ITOITYJISILIN -
sx anraiickoro (M. baibacina) n XpacHOro/IJIMHHO-
xBocToro (M. caudata) cypxko (Wang et al., 2006;
Riehm et al., 2012; Cui et al., 2013; KykneBa u ap.,
2015, 2021; Kutyrev et al., 2018; Epomenko u 1p.,
2020). Bo3HuKaT BOIPOCHI, KaKiie MPUPOIHEIEC CO-
OBITUSI TIPUBEJIM K HeAaBHEMY B MUCTOPUYECKOM Mac-
mrade BpemMeHu, 1o MI-Bepcuu TNPUOIU3UTEITBHO
600—1400 ner wHazam, (ITOYTHM) OJHOMOMEHTHOMY
IMMPOHUKHOBEHUIO YYMHOTO MUKPOOa 13 TSIHb-1IaHb-
CKMX CypOUYbMX 0YaroB B TpU reorpadpuvecKue momy-
JISILIUM MOHTOJILCKOTO CypKa-TapbaraHa U Mo4yeMy B
Tpex reorpadryecKuxX MOnyJsiusX cypka-TapbaraHa
chopmupoBanuch Tpu TeHoBapuaHta 2.ANT3,
3.ANT2 u 4.ANT1, Bxoasiiue B OTAeIbHbIE OTHOCHU-
TeAbHO “MoJjioabie” (UJIOreHeTUYSeCKUEe JIMHUU
2.ANT, 3.ANT u 4. ANT, a B pa3HbIX reorpagpuye-
CKUX MOMYJISILIMSX aJITAliCKOTO U KPAaCHOTO CYpPKOB Ha
oOImupHBIX MpocTpaHcTBax JxyHrapuu, Taub-11la-
Hs, [Tamupa, Tunnykyma, Kapakopyma, KyHb-JIyHs
B MHOTOYMCJIEHHBIX oOdYarax 4ymbl MpeacTaBjicHa
TOJBKO onHa “Oosiee apeBHsis1” nuHusS 0.ANT? WMnu
MHaye, KaKoBa MPUYMHA OTHOCUTEJbHOM TeHeTuYe-
CKOf MOHOMOP(MHOCTU BO30OYIMTEJISI YyMbI B TTOMY-
JISILUSIX aJITAliCKOTO U KPacHOTO CYpPKOB U TeTepo-
MOP(HOCTU Ha YPOBHE pa3HbIX (PUIOTeHETUYECKUX
JIMHUI B MOMYJISILUSIX cypKa-TapbaraHa? K tomy ke,
MT-dumoreHnn ykKa3blBalOT TaKXKe Ha HeEIaBHeEe,
TOJIBKO TTociie Havana “YepHoit cmeptu” (1346 1.),
¢dopMuUpoOBaHUE IIPUPOITHBIX 0YArOB YYMbI C TEHOBA-
puantamu 1.IN1 u 1.IN2 (6uoBap Intermedium) B
MOIYJISILIUSAX TUMajaiickoro cypka (M. himalayana)
Ha 6eckpaliHux npoctopax [mmanaes u Tubera, 3a-
HUMAaIOLIMX OTPOMHYIO IJIoans 6osee 2.5 MIH KM?
C BBICOKO Pa3HOOOpa3HBIM peabedOM, PACTUTEIBHO-
CTBIO M XKUBOTHBIM MHPOM, YTO HEM30EXKHO MOPOXK-
JIa€T COMHEHIE B PEaJIbHOCTH HEBEPOSITHO OBICTPOI
Ne 6
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Puc. 1. TunnyHas TOMOJIOTUS MOJIEKYJISIPHO-TEHETUYECKOTO (puitoreHeTu4ecKoro nepesa Y. pestis (mo: Demeure et al., 2019).
* — cpenHeBeKOBast oauTomMus Mukpooa uymsl (NO7, “Big Bang”). Ha pucyHke 0603Hau€HbI HEKOTOPbIE KJITIOU€BbIE MOMEHTHI

HCTOPHMU YYMBI.

U CTOJb IIMPOKON IKCIMAHCUM ATUX “OYEeHb MOJIO-
IBIX” CypO4YbUX ovaroB. J1Jist yTBep>KaeHUsI peaibHO-
CTU TaKOTO CTPEMUTENBLHOTO MPUPOIHOTO COOBITHUS
HeT HaJexXHOH (PaKTOJOTrMYecKOoi (3KOJTOTMYECKOM,
Ouoreorpaduyeckoit, NaJeOHTOIOTUUECKOM, TeOKITH-
MaTUYECKOM, UICTOPUUIECKOMN 1 MHOM) TTONICPKKM.

Borpoc o npunurHe BO3BHUKHOBEHUS TPUXOTOMUN
B Buae y3na NO7 mam “Big Bang” umeer cBolO
npensictoprio. Ha ocHoBe aHanu3a reHeTUYeCcKoit
CTPYKTYPBI BO30OYyIUTENCH YyMbl U3 PA3JIMYHBIX 04Ya-
roB Kuras panee OblJIa BhICKa3aHa uaesl O MPOHUK-
HOBEHMU BO30YIUTEIISI HA TEPPUTOPHUIO 3TOM CTPaHBI
OOHOBPEMEHHO IBYMSI MaplIpyTaMW W3 IIpUIekKa-
mmx paiioHoB CpenHeit A3um u JdanpHero BocToka
(Zhou et al., 2004a, b). DT MapIIPyThl NOPOIWIIA
Tpu duroreHeTndyeckue BeTBU (branch), KoTopbie
cOmmKanmich 1oxkHee ['od6M, ogHAKO He SICHO, CIIMBa-
Jmch gu. Ilpyu 3TOM B CBOIiCTBax IeHOBapUAaHTOB,
c(OPMHUPOBABIIMXCS Ha MapaJUIeIbHBIX MapIIPyTaXx,
MPOSIBJISIIOTCS. YepPThl MapauIeIbHON MUKPOIBOJIIO-
LI, KOTOpasi MOTIJIa UMETh OTHOIIIEHUE K BO3HUKHO-
BEHHMIO TPUXOTOMUM B MOMOYJISIIMSIX MOHIOJBCKOTO
cypka. K coxamennio, B paboTe KMTAlCKMX aBTOPOB
MoHroJus octajiach “0ebM IsiTHOM” . HakoruieHHbIe
3a Tociienytomye rogsl MI-maHHbBIE 0 BO30yOuTeNIE B
MoHrommu, B COBOKYITHOCTH C 9KOJIOTMYECKIMU, T103-
BOJISIIOT KOHCTAaTUPOBATh COINPSIKEHHOCTD IBYX 3BO-
JIIOIIMOHHEIX IIPOLIeCCOB — (DOPMUPOBaHUS Y. pestis
KaK BUJIOBOTO TaKCOHA Y1 BOBHUKHOBEHUE YIIOMSTHY-
Toit BIlIe TpuxoToMuu (NO7, “Big Bang”) B mormys-
LUSIX MOHTOJILCKOTO CypKa-TapOaraHa B MOHroauu
(Cynuos, 2020). Takum 06pa3oM, B BOIIPOCE O IIPHU-
YUHE TPUXOTOMUM B (DMJIOTeHE3e YYMHOTIO MUKpPOOa
HaMeTWJIach KOHCTPYKTMBHas OWIEMMa, KOTopas
MOXKET OBITh pa3pelieHa TOTbKO COBMECTHBIMM YCH-
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JIMSIMU MICCJIEAOBATEJICH, IIPEACTABIISIOIINX 00a IO/~
xoma: MI' n akonornyeckuii. Bzaumnas ouexka ¢pu-
JIOTEHETUYECKUX PEKOHCTPYKUMU Y. pestis, TipoBe-
JeHHbIX MI' M 3KOJIOrMYeCKMMU MeTodamMu, OydeT
CIIOCOOCTBOBAaTh MPOSICHEHUIO peajibHOM (uiiore-
HUU 1 putoreorpadui BO30YIUTEIST YyMBI.

MMOJIMTOMUA B MI-OUJIOTEHETMYECKHX
PEKOHCTPYKLHAX

MTI -Tionxon, MpoKJIaMHUpPYyeT cajJbTallMOHHOE BU-
JI000pa3oBaHUE MUKPOOA YyMbI MyTEM TOPU30HTAIb-
HOTIO BCTpaMBaHUSI B TE€HOM IICEBIOTYOSPKYIE3HOIO
MUKpoOa B HedaJeKoM HCTOPUYECKOM IIPOIILIOM
“qyxux” (foreign) reHOB U3 BHEIIHEN Cpelibl U OT
JIPYIrMX MUKPOOPraHM3MOB M AeJIelNii/MHAKTUBA-
LM TEHOB, yTpaTUBIIMX (PYHKIIMM B HOBOI cpene
oburtanus (Achtman et al., 2004; Morelli et al., 2010).
IIpoucxoxneHune “9yxkux”, HO OKa3aBIINXCS CIIELIN-
duyeckumu(!) ajss 9YYMHOro MUKpoOa reHOB HE Ha-
XOJIUT BHSITHOTO OOBSICHEHMSI, M X TOPU30HTAIbHOE
BCTpauMBaHME M3 HEMU3BECTHOIO MCTOYHUKA II0KA
ocTaeTcss aOCTpakTHBIM yMoO3akKimodeHueM. Ilpm
3TOM 0e30CHOBATEIbHO MPEAIoJaraloT, YTO paHHUE
¢GopMBbI YYMHOTO0 MHMKpOOa BbIMEpJM (II0 HEBBISIC-
HEHHBIM IIPUYMHAM) 1 B HACTOSIIIEE BPEMSI X YIACTCS
oxapaKTepu30BaThb TOJbKO “apxeosornyeckoit” JTHK,
YaCTUYHO COXPAaHMBIIEIICS B CKEJIETHBIX OCTaTKax (B
OCHOBHOM B 3y0aX) OpPEeBHUX 4e108e4ecKUX >KEePTB
yyMHOI uMH(pekuuu. 1o HyKICOTUIHON CTPYKType
HekoTopkle (pparmenTtsl JIHK 01m3ku K nmociemosa-
TEJILHOCTSIM B T€HOME IICEBIOTYOEepPKYJIE3HOTO MUK-
poba, moaTomy “apxeonorndyeckyro” JHK momera-
IOT B KOpHe (puitoreHeTndeckoro aepeBa (Rasmussen
et al., 2015; Spyrou et al., 2018; Demeure et al., 2019;
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Rascovan et al., 2019). TpuxoToMHIO B MOMYJISIIIASX
MOHTOJILCKOTO CypKa-TapbaraHa He CBSI3bIBAIOT C Ha-
YaJIbHBIMU 3TaraMu (pOpMHUPOBAHUSI MUKPOOA YyMbI
Kak Buzaa Y. pestis.

IToctpoennsie Ha ocHOBe MI'-mmomxoma MHOTO-
YUCJIEHHbIE (PUJIOTEeHUM YYMHOIO MMKpoOa couep-
KaT IMIPOTUBOPEYMsi, OUYEBUIHBIE IIPA SKOJIOTMIESCKOM
u 6uoreorpadurieckom aHanmse MI-BeIBoIoB. SIBHOI
BUIUTCSI HECOCTOSTENbHOCTh MI-3aKkimoueHuii 00
00pa3oBaHNM IIPUPOIHBIX 04AarOB YYMBI B A31H B pe-
3yJbTaTe ABYX IOCIEIOBATEIbHBIX BOJIH HEJaBHEN B
SBOJIIOIIMOHHOM MaclTabe BpeMEHM BHYTPUBUIO-
BOM IuBepcudUKaALIMM YyMHOIO MUKpoOa (puc. 1).
Comnacao MTI'-nonxony, B Asuu He paHee 30 ThIC. I€T
Ha3ad HEKOTOPBIA KJIOH IICEBIOTYOEPKYJIE3HOTO
MUKpoOa 1-ro ceporumna rnmpeodpazoBaycs (TIpu Moka
HEBBISICHEHHBIX KOJIOTUYECKUX 1 OMOTreOIeHOTUYEe-
CKUX O00CTOSITEJIbCTBAX) B MOIYJISILIUIO aOCTPAKTHOTO
HamboJiee COBPEMEHHOTO OOIIero mpenka (most re-
cent common ancestor, MRCA) ywyMHOro Mukpooa,
3JI0XKUBIIIET0 OCHOBaHME TUIIOTETUYECKOM (putore-
HeTtnyeckoii BeTBu (cTBosa) 0 (Achtman et al., 2004).
HanpHeiimas nuBepreHums BeTBu 0 mpuBeja K CO-
BpeMEHHOMY O00TraTOMy IT'€eHEeTMYeCKOMY pa3HooOpa-
3uto Y. pestis (Li et al., 2009; Morelli et al., 2010; Cui
et al., 2013; Kutyrev et al., 2018). YHuUKaIbHEII MeXa-
HU3M IIpeoO0pa3oBaHMsI CTAPTOBOIO KJIOHA IICEBIOTY-
OepKyJIe3HOTO MUKpOOa B MCXOOHYIO MOITYJISILIAIO
mukpo6a uymbl (MRCA) MI'-nonxom He pacKpbIBaeT
U UCXOTHOTO X03s51MHA MUKpOOa UyMbl HE YKa3bIBaeT.
MRCA, cyns mo MI-moruke, mpeanpuHsI IIUPO-
Kyl0 TIOABUIIOBYIO OMBEpCU(UKAIIMIO, PacIIpoCcTpa-
HWICS B A3UM B HONYJISIHUSIX TyIIKaHINKOB (Dipodi-
dae), moneBok (Cricetidae) u nmuiyx (Ochotonidae) u
MepBoit BOJIHOM 3KCNaHCUX 00pa3oBaj 30HY MepBUY-
HBIX “IpeBHMX’ 04aroB YyMBI C MaJJOBUPYICHTHBIM
JIJISI CypPKOB, CYCJIUKOB, TIECYaHOK U YeJIOBEKa, HO BU-
PYJCHTHBIM I MBIIIEBUIHBIX TI'PHI3yHOB M MOH-
robeKoit nuiyxu (Ochotona pallasi pricei) Bo30ynu-
TeJaeM, Mo HeKoTopbiIM MI' cBoiicTBaM OJIM3KUM K
CBOEMY IICEBIOTYOEpKYyae3HOMY Ipenky. I1pm aTom B
Mpoliecce TeppUTOPUATbLHONM IKCTTAHCUY IO TIPUHLIUITY
“MacJITHOIO MSITHA” IPEBHUM YyMHOM MUKPOO, HamoO
MMOHUMAaTh, WJIX HE IIPOHUKAJ (I10 HEIMTOHSITHBIM TP -
Y1 HAaM) B ITONYJISIIMU CYPKOB, CYCJIMKOB U IIECYaHOK,
CUMITAaTPUYECKHUE C MOMYJISIIUSIMHU TYIIKAHYMKOB,
MOJICBOK U MUIIYX, WX, IPOHMKHYB B HUX, HE 3Me-
HsIJI CBOMCTBO M30MpaTeIbHOI BUPYISHTHOCTH.

“Haubomee npesHue” opMbl (TeorpadpudecKkue
MOMYJISILIMKA) BO3OYIUTEST YyMbl — TE€HOBAapUAHThI
0.PE7,0.PE2, 0.PE3, 0.PE4a, h, t, x, 0.PE4q (= 0.PE10)
u 0.PES, npencrasisioniye TYIIKaHYMKOBBIN, MO-
JIEBKOBbBIE Y MUIILYXOBbIE MOABUIBI U COCTaBJISIIOLINE
“IpeBHION” (QUJIOTeHETUYECKYIO JTMHUIO (KJIacTep)
0.PE, obpa3oBayiu “HauboJjiee npeBHUE” MPUPOIHbIE
oyaru Ha OOIIMPHBIX MpocTpaHcTBax OT KaBkasa
(AHrosbi?) mo Manbuwkypuun u Tubera (puc. 2)
(Achtman et al., 2004; Li et al., 2009; Eppinger et al.,
2010; Morelli et al., 2010; Cui et al., 2013; Kutyrev et al.,
2018; Pisarenko et al., 2021). 0.PE7 u3zonupoBaH ot
cubupckoro tymkaHuuka Allactaga sibirica 1 601b-
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HOTO 4YejioBeKa B BOCTOYHOM Tubere (3TO COMHU-
TEJILHBIN ITOABH, TaK KaK IPUPOTHBIX O4aroB UyMbI
C OCHOBHBIM XO35IMHOM 3TOI'O BUIa B MUPE HE CyIlIe-
crByeT). 0.PE2 uzonupoBaH OT OOBIKHOBEHHOI ITO-
neBku Microtus arvalis Ha KaBkasze. 0.PE3 BbineneH
OT OOJIBHOTO MalreHTa B AHTOJIe (3TO TaKXKe COMHMU -
TEJIbHBI TTOABUI, OH U3BECTEH TOJBKO IO OITHOMY
JUIUTeNbHO XpaHuBieMycs: B my3ee CIIIA mtammy).
0.PE4 — HeoOBIYHBI! IOJUTHUIIMYECKUN “moaBun”
(Y. pestis central asiatica, no: Kutyrev et al., 2018),
BKJTIOYAIOIIMIT HECKOJBKO Pa3pO3HEHHBIX reorpadu-
yeckux nonyssunii/reHoBapruanToB: 0.PE4t oGpasyer
MPUPOIHBIN oyar B MOMYJISIUMU Y3KOUYepermHOM 1mo-
JneBku M. gregalis Ha Tamacckom xpeote, 0.PE4h ot-
MeueH Ha [uccapckoM XpeOTe B MOITYJISLUSIX apye-
Boii moneBku M. carruthersi, 0.PE4a (= 0.PEl) xa-
pakTepeH IJIs MOMYJISIINA MOHTOJBCKOM MUIIYXU B
T'opHoM AJttae 1 BcTpevaeTcs Ha 3amnaae MOHIoIbCKO-
ro Anrast, 0.PE4x (= 0.PE4m, = Y. pestis xilingolensis)
criengmIeH IS oIy aIOnii moaeBkr bpannra La-
siopodomys brandti B 3abaiikaibe, BOCTOUHOIT MOH-
TOTUA W B KHUTAWCKOM TNPOBMHLIMM BHYTpeHHSS
Mouroms. DTo Takke He KOPPEKTHBIN MOIBU, TaK
Kak OH He 00J1aJaeT CBOMCTBOM €OIMHCTBA apeana u
He TPOCJIEXXKNBAETCS €0 MOHOMMIETUYECKOE POUC-
xoxneHue. Ero MecTHble oyaru (reHoBapMaHTHI h, t,
a, X) UMEIOT cjiabble TTapa3uTapHbIe CBSI3U U 00pa3o-
BaJIMCh HA OCHOBE TOTYJISILIAI OCHOBHBIX X0O35I€B, OT-
HOCSIIIIMXCS K pa3HbIM BUAAM, pojaaM, CeMelicTBaM U
naxe K pasHbIM oTpsimaM (Rodentia u Lagomorpha)
wiekonutaomux. 0.PESu (= 0.PE9) uupkynupyet B
MOTYJISILIASIX MOHTOJBCKOM MUIIYXU B LIEHTPATBLHOM
1 BOCTOUYHOM YacTsX ee apeaja Ha MOHIOJIbLCKOM U
T'obuiickom Antae, Ha 3armage MOHTOIBCKOTO ANTast
BUKapUpyeT WIM CHUMIATPUYEH C IeHOBAapHMaHTOM
0.PE4a. 0.PE4q (= 0.PE10, =Y. pestis ginghaiensis)
XapaKTepeH I MOMYyIAUil [IMHXANCKON MOJIEBKA
L. fuscus B BoctrounoMm TubeTe B KUTaliCKOI IPOBUH-
muu Hnaxaii (Qinghai).

Apean “mpeBHMX” TYIIKaHYMKOBOTO, ITOJEBKO-
BBIX M TMHUIIYXOBBIX OYAaroB SIBJISIETCSI CYILECTBEHHO
pasopBaHHBIM. MI'-TI0IX0M, TIpeamnmoiaraeT ero ¢gop-
MUPOBaHWE BO BpeMsI NEpBOM “IpeBHEI” BOJIHBI
nuddepeHIanuy BHyTpUBUAOBBIX (hopM (“mosieB-
KOBbIX” TI0ABUII0B, reHoBapuaHToB 0.PE) mo mapa-
dunernueckomy npuHuuny (KucamuykuHa u np.,
2019). TlomararmoT, 4YTO WCXOAHBIM oOdYar 4YymMbl C
MRCA-B030ynuTesieM U3 paitoHa BUZOOOpa30BaHUS
IIUPOKO PaCHpPOCTpaHUJICS Ha OOIIMPHBIX MPO-
ctpaHcTtBax oT KaBkaza (Anrosbei?) 1o CeBepo-Bo-
ctouHoro Kurtas u BocrouHoro Tuberta, mocjie 4ero
apeajl pacralicsl Ha OTHCSIbHbBIE “TI0JIEBKOBBIE” OYa-
i, pedyruyMbel KOTOPBIX B BUIE COBPEMEHHEBIX ITO-
JIEBKOBBIX 1 MMUIITYXOBBIX OYAaroB MOXXHO HAOJIIOOATh
B Hactosiee BpeMs (Li et al., 2009). [TpuurHbI UH-
Cy/lsIpU3aliiy OOIIMPHOIO JIPEBHETO II0JIEBKOBO-
MMUIIIYXOBOIO odYara 1 JIOTMKa (pOpMHUpOBaHUS pa3-
OpOCaHHBIX Ha a3uaTcKoM (adpo-a3uaTckom?) Impo-
CTPaHCTBE HEOOJBIINX II0 IUIOIIAAXA HM30JMPOBAH-
HBIX B HacTosIIee BpeMs ero pedpyruymon MI'-mmon-
XOJIOM He PacKpbIBAIOTCSI.
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| 0.PE4a, Y. p. altaica !>, === 0.PE4x, Y. p. xilingolensis e )

0.PESu, Y. p. ulegeica

[

0.PEA4q, Y. p. ginghaiensis

9«

Puc. 2. Pa3menienue “npeBHUX
oojiee npeBHUMM cuuTtaioT win 0.PE7, unu 0.PE2.

Bropas GoJjiee TI03MHSS BOJIHA TEPPUTOPUATBHOM
9KCITAHCMM W BHYTPUBHUIOBOU muddepeHInaAnN
Y. pestis B mpenenax ImpexHero apeaja 1 IO TOMY K€
NPUHIUITY “MacjsSHOro IsITHA” Havajach, COINIACHO
MTI-tionxony, ¢opMHpPOBAaHUEM BBICOKOBUPYJICHT-
Hoit ¢uoreHetndyeckoir BetBU 0.ANT, KoTopyio
CBSI3BIBAIOT C TIOMYJISILMSIMU aJITAlICKOro CypKa Ha
Taun-1lane. Hekotopbelii “ApeBHUII  MOJIEBKO-
BBII/TIMIITYXOBBII” TeHoBapuaHT (Bo3dmoxkHo 0.PE5u,
no: Riehm et al., 2012; Demeure et al., 2019; Sebbane
et al., 2020) mocJie ThICSY JIET CYIIECTBOBAaHMSI HaKa-
HyHe 1-#1 maHgemMun BAPYT NMPOHUK (IIPU HEU3BECT-
HBIX OOCTOSITEIbCTBAX) B MOMYJISIUU alTaiiCKOro
cypka Ha Tanp-IllaHe, 3akpenuicsa B HUX U TIPeoo-
pasoBaiict B reHoBapuaHThl 0.ANTI1, 0.ANT2,
0.ANT3, 0.ANT4(?, “apxeonoruyeckas” HHK wus3
baBapun) u 0.ANTS (1o 3Toro, kak IojiaraioT B
MTI-mogxone, HU OOWH M3 APEBHUX IOJIEBKOBBIX
MOABUAOB HE CMOT IIPOHUKHYTH B IMOITYJISILIAU IPYTUX
HOPOBBIX I'PHI3YHOB: CYPKOB, CYCJIMKOB, II€CYaHOK,
obuTaromux B Azun). OOuH U3 3TUX TeHOBApHUaHTOB,
BeposiTHO 0.ANT3 miu 0.ANT1 (Riehm et al., 2012;
Zhang et al., 2018), pactipoctpanuics ¢ Taub-11lans
yepes J>KyHTrapuio K ceBepy M BOCTOKY B ['opHBI AJT-
Tait, Ha MOHTOJNBCKUIT ANTall M Jajiee Ha BOCTOK B
MoHromMio 1 ceBepo-BOCTOYHBIE paiioHbl Kuras.
IIpu 3TOM B MOMyJISIIMSX MOHTOJIBCKOIO CypKa (Io-
YTU) OMHOBPEMEHHO 00pa30BaJIMCh TPU (DUIIOTeHE-
TUYECKNX BeTBM ¢ reHoBapmaHTamMu 4.ANTI,
3.ANT2 u 2. ANT3, xoTtopsie Ha MI'-pnaoreHeTnye-
CKOM JpeBe 00pa3yioT MOJIMTOMUIO B Buie y31a NO7
unu “Big Bang” (Cui et al., 2013; Demeure et al.,
2019). B pe3ynbTate BTOpMYHOM SKCHAHCUU YYMHOTO
MUKpoOa B A3uu, cormtacHo MI'-tonxony, BO3HUKIIN
OPUPOAHBIE OYaru YyMbl C pa3HbIMU BBICOKOBHUPY-
JIeHTHbIMU OuoBapmaHTamMu (Antiqua, Mediaeva-
lisyMED, Orientalis/ORI, Intermedium) 1 MHoOro-
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MOJICBKOBBIX” TIPMPOIHBIX o4aroB YyMbl (kiiactep reHoBapuaHToB 0.PE) B EBpaszuu. Hau-

YMCJICHHBIMM I'eHOBaprMaHTaM1 Bo30ynuTenss. B Ha-
crosiiee Bpemst  “Oojiee  Mododble” o4aru C
BBICOKOBUPYJICHTHBIMI T€HOBApHMAHTAMU HAaXOISTCS
B CUMIIATPUYECKMX, TTapanaTpUIeCKUX WIX aJUIoONaT-
PUYECKNX OTHOIICHUSX C “IPEeBHUMM ITOJIEBKOBBIMU
oyaramu.

3AMEYAHHWA K MI'-MOJEJIA
BBOJIIOLINUN Y. PESTIS

I1pu peKOHCTPYKIIMU (PUTOTEHUN MUKPOOA UyMBI
aJIeKBaTHOCTb 3BOIIOLIMOHHOI MOAEIN TpeOyeT TIa-
TETbHOTO O0OCHOBaHUSI. BHIOOpP HECOOTBETCTBYIO-
LIei MOAEIM MOXKET ITPUBECTU K HEBEPHBIM (pUJIOTE -
HeTuyeckuM MI-BrIBOIAM.

* [IpsMoit mpenoK YyMHOro MUKpoba — BO30yIu-
tenb JCJI — ncuxpoduabHbBII MUKPOO, JOMUHUPYET
B XOJIONHBIX pailoHax CeBepHoit A3uu u JlanbHero
Boctoka. B paitoHax ¢ yMEpeHHbBIM U TETUJIbIM KJIU-
MaToM, IJe UMPKYJUPYIOT “HauboJjiee ApeBHHUE”
“monieBkoBbie” moaBuabl 0.PE7 (BocTounblil TubGeT)
un 0.PE2 (KaBka3), Bo30ynutens JCJI, kak MacCOBBI
MpeIcTaBUTEIb MaTOTeHHON KMIIEUHOM MUKPOQIIO-
PBI HOPOBBIX I'PbIZYHOB, He OTMeueH. JIormyHo 1oJia-
raTb, YTO paiioH BUA00OPA30BaHUSI MUKPOOA UyMbl
pacroyioXeH B CypOBbIX paiioHax A3UU, U METOI0JIO-
TUYECKUil Toaxon K MI'-peKoOHCTpYyKIMSAM UCTOPUU
YyMHOI'0 MUKpOOa JOIKEH YUUTHIBATh 3TOT (haKTop.

* YymMHOI MUKPOO — MOJIOIOI TaKCOH, OBICTpOE
BUI000Opa30BaHUE IIPOLLIO B HeTaBHEM KMCTOpUYE-
CKOM TIPOIIUIOM HETPUBHAJIBHBIM [JIsI KUIIECYHBIX
MUKPOOOB TpaBMaTUYECKMM IIyTEM M C MaKpO3BO-
JIIOLMOHHBIM 3 deKTOM ObLI OCYILUECTBJIEH
“KBAaHTOBEII” IIEPEXOl M3 XKEJIyIOUYHO-KUIIIEYHOIO
TpakKTa B HOBYIO aJallTUBHYIO 30HY — JIUMGOMUEJIO-
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UIHBIM KOMILUIEKC MOHTOJIbCKOTO CypKa-TapOaraHa.
ITpu 3TOM UMEIOTCSI OCHOBAHUS TOJIaraTh, YTO MpU-
3HAaKM MUKpoOa 3BOTIOLMOHUPOBAJIM HE paBHOMEP-
HO, a B3pbIBONONOOHO, C Y4aCTUEM CTpPECC-UHAYLIU-
poBaHHoro myrtareHe3a (CyHuos, 2018a, 2019). Bro
cjeayer MpUHUMAaTh BO BHUMaHWE B METOIOJIOTUM
dunoreHeTMUEeKUX MocTpoeHuii Y. pestis. B coBpe-
MeHHBIX MI-peKOHCTpYKUUAX (DUIOTeHETUYECKUX
NIepeBbEB Y. pestis UCTIONb3YIOT METO/bl, CO3IaHHbIE
Ha MOJeJIsIX BO30ynuTesei pa3Hblx HGbeKuuii: Esch-
erichia coli, Salmonella enterica, Mycobacterium tuber-
culosis, Bacillus anthracis  1pyrux. DBOJIIOLIMIO 3TUX
KJIOHAJIbHO pa3MHOXaloluxcs O6akTepuii paccMmar-
pMBAIOT KaK MNPUHIUINUAIBHO PaBHOMEPHYIO, ISl
KOTOPOU KOHILIEMIIMSI PaBHOMEPHbBIX MOJEKYJISIPHbBIX
YacoB IpPEACTaBIISIETCS BHOJHE amekBaTHOi (Acht-
man et al., 1999, 2004; Vogler et al., 2016).

* BriBom MI-nogxoma o ABOIHOIT a3uMaTCKOM
9KCIIAaHCUM MUKPO0a YyMBbI B peAenax (II0YTH) OTHOTO
1 TOTO K€ apeajia He TOJIbKO He TIOAIaeTCsl TOBEPU-
TEJIbHOM 3KOJIOTMYEeCKOil 1 OuoreorpaduieckKoii MH-
TepnpeTali, HO ¥ He HAaXOIUT eanHCTBa cpeau MI'-
ucciiemoBaresieil. bonblas IpeBHOCTD “II0JIEBKOBBIX
MOOBUIOB B HEKOTOPBIX pabOTax IOOBEPraeTcs Co-
MHeHMI0. MIMeeTcsl ajbTepHAaTMBHOE MHEHHUE, 4TO
“IT0IeBKOBBIEC” TIONBUIBI SIBJITIOTCSI 00JIee MOJTOIBIMM,
MIPOU3BOTHBIMU OT BEICOKOBHPYJICHTHBIX (popM. Heko-
TOpEIE TTOJICBKOBBIEC TIOABUIbI IIPOSIBIISIIOT 00JIee BEICO-
Kyl0 ayKCcOTpo(hHOCTb, T.e. 0oJiee OTOpPBaHBI OT
BHeIlIHelt abuoTudeckoit cpennl (Zhou et al., 2004b;
Tpyxaues, Jledbenea, 2007; KykneBa u ap., 2013).
ConpsizkeHHOE CyIIeCTBOBaHME IMIPUPOIHBIX 04aroB C
HM3KO- U BBICOKOBHUPYJEHTHBIMU TE€HETUYECKUMU
JIMHUSIMU TIPEACTABIISIETCS KaK CJIENCTBME MECTHOM
MEXBUIOBOI TpaHCMUCCUM Bo3oyautenas (Zhou
et al., 2004a; Achtman, 2012). B TakoMm ciy4yae 3BO-
JIIOLIMOHHBIN BO3pacT HU3KO- U BBICOKOBUPYJIEHT-
HBIX TCHOBApMAHTOB B COIIPSKEHHBIX OUarax, Halpu-
mep, 0.PE7 n 1.IN2 B LlunxaiickoM ovare (99.99° B.11.,
35.60° c.ur.) (Xu et al., 2018) unu 0.PE4a u 4.ANT1 B
T'oprom Antae (bamaxoHnos u ap., 2019), He ToKeH
pa3nuyaThcsl paguKajabHO.

* Bo3HUKHOBEHUE MOJIUTOMUU YYMHOIO MUKpPOOa
B MOIMYJISILUSIX MOHTOJbCKOTO CypKa-TapbaraHa na-
tupyercss CpenHeBekoBbeM, okojio 1000 = 400 et
Hazan (Demeure et al., 2019). Ho B LleHTpanbHOIi
A311 He ONMUCAaHO KaKMX-JI1M0O paguKaabHbIX MPU-
POIHBIX COOBITHI, OTHOCSIIUXCS K 3TOMY ITpoMe-
KYTKY UCTOPHU, C KOTOPHIMU MOXKHO OBLIO ObI CBSI-
3aTh CUHXPOHHOE MTPOHUKHOBEHUE MUKPOOA YyMBbl B
TpU reorpaduyeckre MOMYJSIIUUA CypKa U (TIOYTH)
OIHOBPEMEHHOE 00pa3oBaHUE B HUX TPEX FTeHOBApU-
AHTOB YYyMHOTO MUKp0oOa. OTCYyTCTBYIOT TaK:Ke KaKue-
JIMOO MpU3HAKM BO3MOXHOI HelaBHEl aHTPOIOIeH-
HOI MHTPOMYKIIMW BO3OYAUTENSI YyMbl B MOMYJISIIIMU
cypka-TapbaraHa M aHTPOIIOTeHHOTO BJIUSIHMSI Ha €ro
SKCMAHCHIO.

KYPHAJI OBILIEN BUOJIOTUU

CYHL OB

* BBuany HenaBHell IUBEPreHIMU OECCIIOPHO
YCTAHOBJIEHHOTO MPEIKOBOTO MCEeBAOTYOEPKYIE3HO-
ro MUKpoOa 1-To cepoTuna v MporU3BOJHOTO YYMHO-
ro MUKpo0Oa 1 Mpu MPUHIMUITUATIBHO COXPAHUBIIIUXCS
YCJIOBUSIX BUIOOOPA30BaHNS MOCIEIHETO, B METO/IO-
Jioruu punoreHnu Y. pestis pakToIornIecKu (3K0I0-
rayeckud) Oe30CHOBATENIbHBIM SIBJISIETCSI OTKa3 OT
KOHIIETILIMM COBPEMEHHOTO COCYIIIECTBOBAaHUS TICEB-
JIOTYyOEePKYJIE3HOTO TIPENKA U €ETO HETTOCPEACTBEHHBIX
MOTOMKOB (UTO SIBJISIETCSI OCHOBHBIM TMPUHILIMIIOM
KJIaIMCTUYECKOTO TTOIX0/a).

* DKojiornyecku (a, COOTBETCTBEHHO, U 3BOJIIO-
LIIOHHO) MaJIO TH(GOPMATUBHOM SIBJISICTCS MPpUHSTAsI
MTI-HOMeHKJIaTypa aOCTpaKTHBIX (puioreHeTu4e-
CKUX BeTBell Y. pestis: 6a30Boii BeTBU (), T7TaBHBIX BET-
Beii 1—4 u cyosetBeit 0.PE, 0.ANT, 1.ANT, 1.IN,
1.ORI u mpouunx. be3nukoili 1 MPUHLUIINAILHO HE
aHAJIM3UPYEeMOI ocTaeTcsl OMOJIorMYecKasi CyIHOCTb
9TUX BETBEM, X OMoreorpaduyeckass UICTOpUsI, Tmapa-
3UTApHBIC CBSI3U. Takasi UCKIIIOYNUTETFHO CTaTUCTAYE-
CKU O0OOCHOBaHHasi HOMEHKJIaTypa He OTpaXaeT Tro-
CTIbHBII aCIEKT BO30YAUTENSI UyMBbI, B TO BpeMsI Kak
OCHOBHOI1 €TMHUIIEH 3BOTIOINU SIBIASIETCS TTOMYJIsI-
1I1$1, Y TOJIBKO TIOMYJISILIMS /TEHOBApUAHT Y. pestis MO-
JKET TIOJIHOLIEHHO XapaKTepu30BaTh KaXXIyl0 KOH-
KpEeTHYI0 (UIIOTeHEeTUYEeCKYl0 BeTBb (CTBOJ, CyO-
BETBb).

MMOJIMTOIMTHOE BUJOOBPA3OBAHUE
Y. PESTIS

AJlbTepHAaTUBHOE BUJEHUE ITTpollecca BUIooOpa-
30BaHUS U a3MaTCKOI TeppUTOPUATBLHOMN 3KCITAHCUU
YYMHOTO MUKpOOa JaeT 3KOJIOTMYECKUN TOAXOI, B
KOTOpPOM IIpeoOpa3oBaHUE KJIOHA IICEBIOTYOEPKY-
JIE3HOTO MUKPOOa B MOMYJISILINIO BO30YIUTENIST UyMbI
MpeACTaBlIeHO KaK CJEACTBUE IMOCIeI0BaTeIbHOCTH
KaNHO30MCKMNX OUOreOLlEHOTUYECKUX COOBITUIl B
A3UM U KaK YHUKQJIbHBIN “KBAaHTOBBIN”~ TTOMYJISIIIM -
OHHO-TEHETUYECKNIA MaKpOMacCIITaOHBIN IIpoIecc,
WMEBIIUI MECTO B ITOIYJISILIMSIX MOHTOJIBCKOTO Cyp-
Ka-TapbaraHa Ha py0exe IuieficTolieHa U roJiolieHa B
LentpanbHoii A3uu (CyHuos, 2018a). OTnaneHHbIM
WHIYKTOPOM BHUI000pa30BaTEeILHOTO Ipoliecca Mo-
CITy>X1JIa KOHCTEJUISIIMSI BO BTOPOIi MOJIOBUHE Kaii-
HO3051 (PU3UKO-KIIMMATUUYECKUX SIBJIEHUI, 00ycCJIO-
BUBIINX popMupoBaHue B lleHTpanbHOI A3UN yiIb-
TpaKOHTUHEHTaJIbHOro KiamMmarta. Ho coOGcTBeHHO
BO3HMKHOBEHUE BUOa Y. pestis cieayeT CBSI3BIBAThb C
OoJiee IIO3THUM BpeMEeHEM — pyOesKoM TUIeHCTOIeHA
1 rojoueHa. HactyrmieHue nmociegHero MakcuMaib-
HOro (capTaHCKOro) IoxojogaHus B lleHTpaibHOI
Azum 22—15 ThIC. €T Ha3a/d BHI3BAJIO INIYOOKOE TIpO-
Mep3aHue TpyHTa, 1o 3—4 M (Owen et al., 1998), u,
COOTBETCTBEHHO, IIOJIHOE€ IIpOMEp3aHrE 3UMOBOY-
HBIX HOP CypKa, pacroJjiaraloiiuxcs oObIYHO Ha Ty~
oune 1.5—3.0 m. Temmeparypa rpyHTa B 3UMHE-Be-
CEeHHUE MecCsI1Ibl Ha TJIyOMHe THe3. B HacTosiee (00-
Jiee TeIUIOE, YeM B capTaHCKOE) BPEMSI OITyCKaeTCsI 10
—3...—8°C (CyHnuos, Cynuosna, 2006). U3meHeHune
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MOBEAeHMS JIMUMHOK cypoubeil Oyioxu Oropsylla si-
lantiewi (TIepexon B CUJIY ITOJOKUTEIbHOIO TEPMO-
Takcuca OT JAeTpuTodaruv B TPaBSHOU BBICTUJIKE
THE3/ B TEIUIble MecsLbl ToJa K (pakyJIbTaTUBHOU Te-
MaTodaruu Ha TeJjie CISIIINX CYPKOB B 3MMHE-BECEH-
Hee BpeMsl) CTajo MPUUYMHON YHUKAJIbHOTO MacCOBO-
ro TPaBMaTUYECKOrO 3apakeHWsl CHSIIIUX CYypKOB
TCEBIOTYOEPKYJIE30M 1 Mepexo/ia ero BO30yauTes B
NPUHIUINAAIBFHO HOBYIO Cpeay OOMTaHUS — JTUMM@PO-
MUEJIOMIHBIN KOMIIJIEKC 9TUX XMBOTHBIX WU, UHbI-
MM CJIOBaMU, B HOBYIO 9KOJIOTMUYECKYIO HUIILY U aiar-
TuBHYI0 30HY (CyHuos, CyHuoBa, 2006; CyHILOB,
20186). McTOYHMKOM MacCOBOII TpaBMaTHYECKOM
MH(EKINU CTaId COOCTBEHHBIE 3KCKPEMEHTHI Cyp-
KOB, OOJIUTaTHO MOIMaaalole B pOTOBYIO MOJOCTh B
Mpoliecce YCTpoicTBa “TIpoOKM” B 3MMOBOYHOI HO-
pe oceHsblo. [lceBnoTybepKyIe3HbIE MUKPOOBI, TPO-
HUKaloIMe U3 YKCKPEMEHTOB uepe3 JIMYUHOUYHbBIE
cKapudUKaly Ha CIU3UCTOM, BBI3bIBAIM “3apaxke-
Hue kpoBu’ u Oaxkrtepuemuio (CyHmoB, CyHIIOBa,
2006; CyHnuos, 2017).

Kak ynmomMmsiHyTO BBIIIIE, apeal MOHTOJILCKOTO CYyp-
Ka-TapbaraHa BKJIIOYAeT 10 MEHbIIIeit Mepe TpU reo-
rpacuyeckre TIOIMyJsIlMU, TMpeacTaBICHHbIE IO
MEHBIIIe Mepe TpeMs nonBuaamu. M. sibirica sibirica
o0HnTaeT B BOCTOYHOI YacTH apeajia B 3abaiikaiibe, Ha
XaHT3e u Bo BHyTpeHHeit Monronuu (Kuraii). M. si-
birica caliginosus ¢ BBICOKOM YMCIIEHHOCTBIO 3aCeIsieT
MOHTOJIbCKMI XaHraii. B 3amamHoit MoHronuu u
TeiBe Ha Xapxupa-TypreHckoM 1 MoHryH-TaliruH-
CKOM TOPHBIX MOJHSATUSIX OOMTAET MOKA HE ONUCAH-
HEI1 TTonBun M. sibirica ssp. (Ha MoHroJIbckoMm 1 ['0-
Oulickom AJTae TakXe HE HCKIIOYEHO OoOuTaHue
npyrux mnoasunoB) (banHukoB, 1954; Brandler,
2018). Bce Tpu reorpadudeckue MOMYJISIHUA MOH-
TOJILCKOTO CypKa B MEpPUO CapTaHCKOIO IOXOJI01a-
HUS OKa3aJIMCh B OOLIMPHOI 30HE 1IEeHTpaJIbHO-a3M-
aTCKOTO aHTUIIMKJIOHA U TIYOOKOTro MpOoMep3aHus
rpyHta (Owen et al., 1998). Takum ob6pa3zoM, MOXKHO
rnoJiaraTb, 4YTo (hakyabTaTMBHas reMaTodarvs JTU4m-
HOK CypOubeil 0JI0X1 BO BCceX reorpauyeckux nomy-
JISIMSX CypKa BO3HMKJIA TPUOJIM3UTENHLHO B OIHO
BpeMs1. Tak KaKk MTHIYKTOPOM BHUJI000pPAa30BaTEIbHO-
ro mpoiiecca Bo BCeX reorpadruuecKux MOmyJIsiusix
CTaJl OIUH U TOT Xke (pakTop — OOLIMPHOE CApTAaHCKOE
MOXOJIOJJaHWE, BhI3BABIIIEE OTHOCUTEIBHO CUHXPOH-
HEII TIepexo/1 IMYNHOK cypoubeii 0ioxu O. silantiewi
K aKyJIbTaTUBHOI reMaTodarum, To Mpoiecc BUI0-
oOpa3oBaHUs Y. pestis BO BceX reorpaduieckux mo-
MYJISILIMSIX MOHTOJIBCKOTO CypKa C OOJIBILION BEPOSIT-
HOCTBIO Hayascsl MpUOJU3UTETBHO B OIHO BpeMS.
CxonHasi peakiys TMONyJsiliMii Ha CXOIHbIE YCIOBUS
cpedbl U mapajjielibHOe BMI00Opa3oBaHUE — €CTe-
CTBEHHOE JJIs Tpupobl siBieHue. [eorpaduueckas
TeTepOTeHHOCTh TICEBIOTYOCPKYJIC3HOTO MMKpOO0a,
Ipeii TeHOB TNMpPU MPOHUKHOBEHUN HEMHOTOYMC-
JIEHHBIX MCEBIOTYOEPKYJIE3HbIX KJIETOK B XOJOAHYIO
KpPOBb CITSIIIIUX CYPKOB M HEKOTOpbIE pa3addus To-
CTaJIbHO-BEKTOPHBIX YCJIOBUI OINpeneauiu, 1o Ha-
LLIUM TIpECTaBIEHUSIM, GOPMUPOBAHUE PA3TTUIUUNA Y
T€eHOBapHMaHTOB UYMHOIO MMKpobOa B Tpex pas3HbIX
reorpacuyeckux NOMyasIUsIX MOHTOJILCKOTO CypKa.
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Ha MTI'-puroreHeTM9eCcKNX IepEeBhIX 3TOT PeHOMEH
nposiBuiicss B Bume Tpuxoromuu NO7 unm “Big
Bang”. DkcnaHcus reorpadpuiyeckux popM 4yMHOTO
MuKpoba (reHoBapuaHToB 2.ANT3, 3.ANT2 u
4.ANT1) npoxoaujia caMOCTOSTEIbLHBIMU IIyTSIMU,
Ha KOTOPBIX TOCPEICTBOM MEXBUIIOBBIX TapasuTap-
HBIX KOHTAKTOB (h)OPMUPOBATUCH “TOJIEBKOBbIE” (TOY-
Hee MOJIEBKOBbIE 1 MUIIYXOBble) ouaru. Bo3oynureneii
B 9THX o4arax OTHocAT K equHomy kiacrepy 0.PE, Ho
cocrapisome ero reHopapuaHTel 0.PE2—0.PE10
HE CBsSI3aHbl HEMOCPEACTBEHHBIM POJICTBOM, HE CO-
CTaBJISIIOT TeHEAJIOTHMYECKYylO0 JIMHUIO (BETBb), T.C.
MPUMEHEHVE KO BCEM 3TUM reHOBapuaHTaM eIMHOM
ab6pesuatypsl 0.PE B ee reHeaiornueckom rmoHuMa-
HUU He BIIOJIHE KOPPEKTHO (puc. 3).

“OKOJIOTNYECKAA”
OUIIOTEHUA Y. PESTIS

Kak orMmeueHo BhIlIe, BULI Y. pestis IBASICTCS YHU-
KaJIbHBIM B CEMEMCTBE KUIIEUHBIX MUKPOOOB U 3BO-
JIIOLMOHHO MOJoabiM. MI-MeTogaMu HalIexXHO
YCTaHOBIJIEH €T0 IIPSIMOii IIPEOOK — IICUXPOMIILHBIN
Bo3oynutenab JCJI, pacripocTpaHEHHBIN B XOJIOTHBIX
paiionax Cubupu, JansHero Bocroka u lleHTpaib-
Hoit A3um. BaxHo 3ametuTts, yTo Bo30ymuTenb JCJI
He OTMEYCH B OoJjIee TeIIbIX pernoHax — Ha KaBkase,
Taun-1llane, Tubere, ¢ KoTopeiMu B MI'-mogxonme
CBSI3BIBAIOT MPOUCXOXKICHNE YYMHOTO MUKpPOOa. X0-
poOIlIO0 M3ydeHa MpHUpOoJa IIO3MHEro IUIecTolleHa U
rojoleHa 3TUX paiioHOB, ¢ayHa, IKOJIOTUSI U OMO-
reorpadust MeJIKUX HOPOBBIX MJIEKOITUTAIOLINX — XO-
3g¢B YYMHOTO MHWKpo0a M OJI0X-TIepEHOCUYMKOB.
HMMeroTcsl TTONMHOLIEHHBIE CBEACHUSI O BHYTPU- U
MEXIIOIMYJISILIUOHHBIX M BHYTPH- 1 MEXKBUIOBBIX I1a-
pa3uTapHBIX KOHTAKTaX X03se€B BO30YIUTEISI YyMbI B
MIPUPOMHBIX odyarax. PazpadboTaHHas ellie B cEpeInHe
MIPOIIIOrO BeKa TeOpysi IPUPOTHON O4arOBOCTH Uy-
MBI COASPKUT OOTraThlil (paKTOJTOTMYECKUIT MaTepuall
0 3aKOHOMEPHOCTSIX PacIIpOCTPaHECHMS BO30OYIUTEIST
YyyMbl B MUpE€ M O MeXaHU3MaX €ro LUMPKY/ISILUU B
npupone. OnurcaHbl B OOJIbIIEI MJIM MEHbBIIIEH Mepe
TeHOBapuaHThl MUKpoOa U3 MOJABJSIOIIETO YKciia
MIPUPOAHBLIX OYArOoB MHUpa. DBOJIOLMOHHAS MOJIO-
JIOCTh MUKpOOa YyMbI M OTCYTCTBUE yOSIUTEIbHBIX
CBUIETEIbCTB BRIMUPAHUS “apXeOoJOrn4ecKux’ BeT-
Beil CO3MAIOT IIPENITOCHUIKM IS JOCTATOYHO ITOJI-
HOM, B JeTaJisIX, PEKOHCTPYKIMU €ro (ujioreHesa.
HakonieHHbIE K HACTOSIIIIEMY BPEMEHU 3KOJIOTUYE-
CKre, OMOreoleHOTHYeCcKue, Omoreorpaduieckue,
3IMU300TOJIOTUYECKIME, MCTOpUUYECKHE HdaHHBIE CO-
CTaBJISTIOT OTPOMHBIN MH(pOPMAIIMOHHBIN 0araxk, Ko-
TOPBII HEJIb3sl UTHOPUPOBATh B MTO3HAHUM MCTOPUU
yyMbl. Bce 3T0 mo3BosseT, napajieabHo ¢ MI-mmoa-
XOJIOM, UCHOJb3YS €ro TOCTUXKEHUSI, BOCCO3AaTh MC-
TOPUIO YYMHOI'O MHKpPOOa 0oJjiee IMPOCTHIM CITOCO-
OoM, “BpyYHYIO” IT0 OUYEBUIHBLIM adalITUBHBIM TIPH-
3HaKaM B  COOTBETCTBUU C TPagULMOHHBIM
TFeKKEJIEBCKMM 3MITMPUKO-UHTYUTUBHBIM IIOIXOIOM
(JIyxtanos, 2010, 2013). ITpu TpaauIMOHHOM MOAXO-
JIe HeT HeoOXoOWMOCTU IpuBieKaTb MI-KoHIIeI-
LIAI0 BHEIIHEH TI'PYMIIbl M BBIBOIAUTH aOCTPAKTHYIO
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Puc. 3. ABroHoMHOe (hopmupoBaHue “rosieBKoBbIX” oyaroB uymsbl (0.PE) Ha MapiipyTax sKCrIaHCUUY TPeX UCXOIHbIX TeHOBA-
puaHToB MUKpo6a 2.ANT3, 3.ANT2 u 4. ANT1 u3 tpex reorpacdu4ecKrx MOMyJsSnii MOHTOJILCKOTO cypKa-TapbaraHa. / —
0.PE4x, 2— 0.PE5u, 3— 0.PE4a, 4 — 0.PE4q, 5— 0.PE7, 6 — 0.PE4t, 7— 0.PE4h, § — 0.PE2. B ouarax 9u /0, pacrojoXeHHbIX
B IOHHaHU B Tonynsnusx nojieBku Fothenomys miletus, TMPKYIMPYIOT He “TI0JIEBKOBBIe” (Cypo4Ybr) TeHOBapraHThI BeTBU 1.IN

(Zhang et al., 2009; Wang et al., 2018; Shi et al., 2021).

AHILECTPAILHYIO 9KOJOTMYECKU HE UHTEPIIpETUpPYE-
My10 (popmy uymMmHOro Mmukpoda MRCA: 6eccriopHbIM
MPEIKOM BO30YIUTEIST YyMbI SIBISIETCSI BO3OYIUTEb
ACJI u3 LleHTpanbHOU A31U, a TpEeMsI IPSIMBbIMU IO~
ToMmkamu Bo3oyautesist JICJI ctajiu Bo30yauTean uy-
MBI U3 TpeX reorpapuyecKux IOyl MOHTOJIb-
CKOTO cypKa-TapOaraHa. BrmoaHe o4eBUIOHOI IIpel-
CTaBJISIETCS. MOJSIPHOCTH NPHM3HAKOB, KOTOpas
3aJaeTcsl HaIlpaBISHUSIMU MapIIpyTOB TEPPUTOPHU-
QIbHOM €CTECTBEHHOU Y aHTPOMOTEHHOM 3KCIAaHCU U
(Cynios, 2020). C no3uiiny amanranyoreHe3a Haxo-
IUT BIOJHE MPaBIONOA00HOE OMOJIOTMIecKoe 00b-
SICHEHNE BO3HUKHOBEHUE MOJIUTOMUM B OITYJISIIIASIX
MOHTOJILCKOTO Ccypka. PydyHas mas3i-MeTOmoJIOTUs
COCTOUT B THIATEJIHHOM ITI0O0OpE CBSI3aHHBIX IIPU-
3HAKOB, KOTJA KaXAblii MOCJEAYIOLIMI 1Iar peKOH-
CTPYKIIMHU TIpearojiaraeT Moadop KaXXAO0ro HOBOTO
MpU3HaKa B COOTBETCTBUM C (PUIOTEHETUYECKUMU
MPE3yMILMSIMUA  TPaAUILIMOHHON  (DUIOTeHETUKU
(PacHuusiy, 2002; JIyxtanos, 2010, 2013). Pe3ynbrat
PEKOHCTPYKIIUY HadYadbHOTrO 3Tana (hopMUPOBaAHUS
BHYTPUBHUIIOBOTO pa3HOOOpa3usi MHUKpoba YyMbl
“py4HBIM” CIIOCOOOM TIpeaCcTaB/ieH Ha puc. 4.

NEPCITEKTHWBbBI PEKOHCTPYKLIMA
OUIIOTEHE3A Y. PESTIS

Htak, HecooTBeTCTBUE (UIOTeHUIT Y. pestis, TO-
CTPOEHHBIX Ha OCHOBE MOJIEKYJISIPHOTO U DKOJIOTH-
YECKOTO TIOAXOAO0B, COBEPIIEHHO OYEBUIHO, B TO
BpeMsI KaK MICTOPHS 3TOTO MaToreHa OMHO3HAYHO UH-
BapMaHTHa. BaxkHO MOHSATH MPUYUHY 3TOTO HECOOT-
BETCTBUSI.

KYPHAJI OBILIEN BUOJIOTUU

DKOJOTMYECKU TToaXo K MpodjieMe ITPOUCXOXK-
JIeHNs MUKpoOa YyMbI, ITPOaHAJIN3NPOBAHHBIA W3-
BecTHBIM sBomounoHucToM A.C. CeBepLOBEIM
(2007), HEe MeeT OUYEeBUAHBIX U3bSTHOB C TOUKU 3pe-
HUS NOJIOXKEHUI CUHTETUYECKOM TEOPUU SBOJIIOLIUU
1 METOIOJIOTUHU SKOJIOTUYECKUX, 300JI0T0-I1apa3nuTo-
JIOTUYECKUX U OroreorpaduyecKux uccjiegoBaHuA.

B MI-nionxome ¢dmioreHMn BBICTpaWBAIOTCS Ha
OCHOBE aHaJI3a MOJIEKYJISIPHEIX MapKepoB, T.¢. (paK-
TUYECKU KOHCTPYMPYIOTCSI He (PUIIOTeHE3HI (MCTOPUSI
OpraHM3MOB, TaKCOHOB), a CEMOIeHe3bl (MCTOPHUS
npusHakoB, MapkepoB) (IlasaunoB, 2005, 2006;
Jlyxranos, 2010, 2013). ITo cyTtu, co3garoTcs He aepe-
Bbsl TAKCOHOB (peajibHble (PUIIOTeHNN), a IePEBbs Te-
HOB/MapKepoB, W 3TU IEPEBbsI TUITOTCTUYECKN CHUHO-
HYUMU3UPYIOTCS C IepEeBbsIMU TAKCOHOB. B TO ke Bpems
M3BECTHO, YTO CEMOIreHE3bl HE BCEraa MOTYT MOJI-
HOLICHHO OTpaxaTh WCTUHHBIE (UIOTEHE3HI.
B coMHUTENBHBIX ClIy4yasiXx, IOJOOHBIX HAallleMy 00b-
eKTy MCCJIeIOBaHWI ¢ “B3pBIBHOII” 3BOJIONNCH, B
¢dunoreHeTMYECKOE MCCICAOBAHUE CIEAYET BKIIIO-
yaTh KaK MOXHO OOJIbIIIe caMbIX Pa3HOOOpa3HBIX
MPU3HAKOB/MAapKepOB M MCIIOJIb30BaTh Pa3IUYHbBIC
MOAXOOBI U METOHOJIOTHU. B ciiydae pelieHTHOTO BU-
JI000pa30BaHUsI M TEPPUTOPUATIBHOI BSKCHAHCUU
MUKpoOa YyMbl 2KOJOrMYecKue (IKcTpacoMaThye-
CKHUe) TMpU3HAKM, XapaKTepU3YIOIle B3aMMOOTHO-
IIEHUS TIPEIKOBOTO M IIPOU3BOJHOI0 MUKPOOOB CO
cpegaMu UX OOUTaHUs, IIPEICTABISIOTCS KpaiiHe Mo-
JIE3HBIMU U BEICOKO MH(MOPMATUBHBIMMU.

MeitHcTpuMHast Metogojioruss MI'-gunoreHeTu-
YECKUX TOCTPOeHUil B ciyuyae Y. pestis, oxoxe, He
Ne 6
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Yersinia pseudouberculosis 0:1b

Xapxupa-Typren

Xanrait

X3HT3i1

Yersinia pestis

Yersinia pestis

Yersinia pestis

NO7 4.ANTI 3.ANT2 2.ANT3
v N 4
0.ANT3  0.PE4a 0.PESu  2.MED3 0.PE4m 2.ANT3

/0

AnanTuBHas paguamnus

/

Puc. 4. [Toiuromust (TpuxoTomusi) MukpooOa Y. pestis (y3en NO7 wiu “Big Bang”), BbI3BaHHAast HOJUTOIHBIM (TPUTOMTHBIM) BU -
JI000pa3oBaHMEM, M CTAPTOBBIN 3TAll BHYTPUBUIOBOW afanTUBHON pamnaunu. O603HaUYeHUs TeHOBapraHTOB AaHbI 11o: Cui

et al., 2013; Kutyrev et al., 2018; Demeure et al., 2019.

cpabaTbhIBaeT, TaK KaK He YUYUTHIBACT YHUKAIbHOCTD
o0BeKTa ucciaeasoBaHui. s peKOHCTPYKILIMHM €ro
WCTOPUM 3aMMCTBYIOTCSI TPagIUILIMOHHBIE 3BOJIIOIIN-
OHHBbIE MoJeau (0OllMe U YaCTHbIE) U YHUBEPCaJIb-
Hble MI'-MeTonbI, pa3paboTaHHBIC U TIPUMEHSIEMBIC
IUIST BO30OyOUTesIeil IIMPOKOIO Kpyra KMIIEYHBIX U
WHBIX MHOeKuii. B To e BpeMsi mpu BbIOOpE 3BO-
JIIOLIMOHHOM MOJIEJIM aHAJIU3UPYEMBbIX TPU3HAKOB U
aleKBaTHBIX UM METOMIOB IJISI PEKOHCTPYKIMU U~
JIoTeHe3a MMKpoOa YyMbl clieIyeT YYUTHIBATb €ro
SBOJIIOIIMOHHYIO MOJIOIOCTh, “KBAHTOBBINA~, MakK-
POABOIIOLMOHHEIN 1 MOJUTOIIHBINA XapaKTep IIpe-
oOpa3oBaHUsl  LEHTpaJbHOA3MATCKUX  KJOHOB
Y. pseudotuberculosis 0:1b B monynsuuu Y. pestis, a
TaKKe HAJIMIME PETMOHAJIBHBIX TEHETUYECKNX OCOOEH-
HOCTE TICeBIOTYOEePKYJIE3HOTO TIpeIKa, MHOKECTBEH-
HBIX TApaJICIN3MOB U “OYTBIJIOYHBLIX TOPJIBIIEK’ B
MUKPO3BOJIOLMOHHBIX IIpolieccax IIpU agallTUBHOM
panuamnuu Mpou3BOAHOTO YyyMHoro notomka (CyH-
nos, CyHnosa, 2008; Cynmos, 2015, 2018a, 2020; Ep-
pinger et al., 2007). Tak, ¢ adpdpexkToM OyTHELIIOYHOTO
TOpJIBIIIKA CJAEAYeT CBSI3bIBATh yTEPIO YyMHBIM MUK-
poOOM IUIa3MUI BUPYJAEHTHOCTU IIPU 3SKCIAHCUU
mukpoba u3 LlenTpanbHO A3umn — paiioHa BUI000-
pazoBaHus — B [Ipubanxaibe 1 Ha KaBkas.

DduaoreHeTUYECKNUE CXEMBI Y. pestis, TTOCTPOCH-
HBbIE pa3HBIMU ITOIYISIpHBEIMU MI'-MeTomamMu ¢ mc-
nons3oBaHneM IS, DFR, VNTR, CRISPR, SNP n
JIPYTUX MapKepOB, SIBJSIIOTCS BITOJIHE COMTOCTABUMBbI -
mu (Vogler et al., 2016; Baraiickast u ap., 2019; Kuc-
JIMYKWHA U 1p., 2019), uTo mpumaeT yBepeHHOCTb B UX
aJieKBaTHOCTU PeaIbHBIM (DUJIOTEeHETUYECKUM Jepe-
BbsiIM. HO MOJIHOLIEHHBIM pe3yJabTaTOM W3YYEeHUS
¢dunoreHNn J1II0OOTO TAKCOHA SIBJISIETCSI ITOCTPOCHME
JiepeBa, WITIOCTPUPYIOIIET0 BCEOOBEeMITIONINI Clie-
HapMid 3BOJIOLIMY 3TOTO TAKCOHA C YBI3KOM U MpPU-

JKYPHAJI OBILIEM BUOJOTUU
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BSI3KOI KO BCEM OOCTYMHOI OMOJOrMYecKoit, maje-
OHTOJIOTUYECKOI, reorpaduyeckoii, OMoOXUMUYE-
ckoit, MI' u npyroii peneBaHTHOI MH(popMaluu. B
OTHOLLIECHUU BOS6YILI/ITCJ19[ YyMBbI CO3JaHME TaKOIo a¢c-
peBa BITOJIHE pealibHO. Ero yHUKaabHOE TPUTOITHOE
¢opMuUpoOBaHUE KaK CaMOCTOSITEJIbHOTO BMAa MpPO-
1IJTO B HEJAJIEKOM UCTOPUYECKOM MPOIILJIOM, U Cpeaa
OOUTaHUSI B 3HAUYUTEIBbHOW MEpEe COXpaHWIa CBOM
OBLIBIC YEPTHI, TIO3TOMY IPU PEKOHCTPYKIIMU PUJIIO-
reHe3a MOTYT OBITh MCIOJb30BaHbI He TONbKO MI™ n
¢deHoTUIIMUEeCKHE  (OMOXMMHUYECKHME) IIPU3HAKU
MHUKpOOa, HO M 3KCTpacoMaTH4yecKHre (3KOJIormye-
ckue, buoreorpaduieckue, 300J0ro-napa3uToaoru-
YyecKue, najeo-KIMMaTu4eckue, MICTOpUIecKue), xa-
paKTEPU3YIOIIMe CTPYKTYPY U AMHAMUKY CPElbl 00U -
TaHUs YYMHOTO MUKpPOOa — Tapa3uTapHble CUCTEMBbI
TPBI3YH/TINIIYyXa—010Xa 1 HeJbHbIe OMOTeOLICHO3HI,
a Takxke cpelbl OOUTaHUS €ro MpsSIMOro IMpenka —
MCEeBAOTYOEpPKYJIe3HOro MuKpoba 1-ro cepotuia.
Pa3zHooOpa3ue cpen oOuTaHUsS IICEBOOTYOEpKYJIE3-
HOTO M YYMHOTO MUKPOOOB IMO3BOJISIET BbISIBUTH U
MPOCEANUTh WX DBOJIOLMOHHbIE TeHAeHLUU. Hc-
MOJIb30BaHUE XapaKTePUCTUK Cpeibl OOUTAHUS STUX
MaTOreHOB JIJIS1 PEKOHCTPYKLUU (husioreHesa Y. pestis
CTaJl0 BO3MOXHBIM Ojiaromapsi OOCTKeHUusIM MI.
KioueBboiMM (hakTOpamMu IjIs1 POXKIAEHUSI HOBOTO
B3IJIsIa HA UCTOPUIO YyMBbl OBLIIU: a) OTKPBITUE TIPSi-
MOTO TpelKa YyMHOIo MUKpoba (MM oKa3ajicsl BO3-
oynutenb A CJI; Skurnik et al., 2000) u 6) BeIsIBJIeHUE
€ro 3BOJIIOLIMOHHONK Mojogoctu (Achtman et al.,
1999, 2004) (ky1accuyeckast Teopus IIPUPOIHOIL oUua-
TOBOCTH YyMbl JaTUpOBaja MPOUCXOXIAEHHE BO30Y-
IUTeNs oiauroueHoM-InoneHoMm; Kydepyk, 1965;
Pamnb, 1965). To ectb MI'-mocTrKeHUS TTO3BOJIUIN
YETKO ONpeJeSUuTh U XapaKTepu3oBaTb KOpeHb (pu-
JIOTEHETUYECKOTO JepeBa, a (hakTosorus Kjiaccuye-
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Yersinia pseudotuberculosis

Puc. 5. Torosnorust punoreHeTUYECKUX NIEPEBLEB Y. pestis: a — MOJEKYJISIPHO-TeHETUYECKU A TTOIXO/T, O HA rojioduieTuyeckast
rpynna; 6 — 3KOJOTUYECKHU A TTOIXOM, TPU TOJIO(DUIETUYECKUX IPYIIIbL. * — nuBepcuduKalus GuIioreHeTU4eCKX BeTBei, 1mo-
Ka3aHbl TOJIbKO JOMUHAHTHBIE TeHOBapuaHThl. BeTBb 4. ANT, cortacHO 3KOJOTMYECKOM BEPCUHU, CTajla OCHOBHBIM UCTOUYHU -
KOM T€HETUYECKOTo pa3HOo0Opa3ust MUKpOOa YyMbI B TIPUPOIHBIX oyarax A3 U B MUpE.

CKOI TeOpUM MPUPOTHON OYAaTOBOCTU YyMbI YKa3bI-
BaeT NoJjisipHoCTh MI' 1 1pyrux mpu3HaKOB, KOTOpasi
COOTBETCTBYET HaNpaBJICHUSIM aJallTUBHON paaua-
MU UCXOOHBIX TeHoBapuaHTOB 2. ANT3, 3. ANT2 u
4. ANT1 u3 reorpacduyeckux MOMyJISIIUA UCXOTHOTO
xo3simHa. [ToHnMaHue napajieabHO MUKPOIBOIIO-
OUM HCXOOHBIX T€HOBAapMAaHTOB, B CBOIO OYepenb,
TO3BOJISIET 3a1aTh TOMOJIOTUIO (PMUIOTEHETUYECKOTO
nepeBa Y. pestis ¢ TpeMsI CAaMOCTOSITEIbHBIMU T'OJIO-
duiIeTn4eCKUMM TpyIIIaMH, BMECTO OMHOM IIpu
MTI-ntonxone. To ecTb TpUXOTOMUS Ha (pUTOTEHE-
TUUYECKOM AepeBe Y. pestis, TI0 HAILIMM IIpeACTaBIe-
HUSM, OTpaxaeT IepUITaTpUISCKUl 1 TTOJTUTOITHBIA
crioco6 BUA0OOpa3oBaHUsI MUKpoOa YyMbl U T1apa-
GUIIETUYECKYIO CTPYKTYPY BUIOBOTO TaKcoHa. Takas
cuTyanusi He SIBJISIETCS YHUKAJIbHOI IS 4yMHOTO
MUKPOOa, MapajuieIbHbI€ 3BOTIOLIMOHHBIE ITPOIIECCHI
OOBIYHBI B Ipuponae. Tpu ncxomHele pUIIOTeHETHUYE -
ckue opMbl 9yMHOro Mukpo6a 2.ANT3, 3.ANT2 u
4. ANT1 B panbHEWIIEeM HMEJIU CaMOCTOSITEIbHbIE
IMyTH KCIaHCuu. B 30HaX cuMnaTpuu ¢ MOy~
MU HOBBIX HOPOBBIX X035€B-MJIEKOIIUTAIOIINX OHU
MOPOXIaJIu Uppagurpylolue U napajieabHble Qu-
JIOTEHETUYECKME JIMHUM C MHOXKECTBOM IIPOM3BO/I-
HBIX TOCTaJIbHBIX reHoBapuaHTOB (6moBapbel ANT,
MED, PE, IN, ORI), xapakTepu3ylomnmx KOHKpPET-
HbI€ MECTHBIE IPUPOTHBIC O4aru YyMbl A3um (puc. 5).

DKOJOTMYECKUM MOAX0d MPEANUCHIBAET B HEKO-
TOPOM CMBEICTIE 0OpaTHOE MIPOUYTEHUE UCTOPUM pac-
MIpOCTPaHEeHUSI MUKpoOa 4YyMbl B MUpE U3 pailoHa
MPOUCXOXIeHUs, Hexenmnm MI-tonmxon, T.e. MMeeT
OTJIMYHOE BUAECHUE OTHOIICHUI MPeaoK—IOTOMOK,
JIPEeBHUII—MOJIONOM, aeleuuu—uHcepuuu. Eciu B
MTI'-punoreHusIX mosgBiIeHE “OoJiee IpeBHETO” Te-

KYPHAJI OBILIEN BUOJIOTUU

"HoBapuaHnta 0.ANT3 (0.ANT1?) mpenirecTBoBajo
BO3HUKHOBeHUIO TpuxoTomumu (Riehm et al., 2012;
Demeure et al., 2019; Sebbane et al., 2020), To “3K0-
Jiornueckasi” (UJIOTeHUsI CBUIETELCTBYET B MOJIb3Y
MepBUYHOCTU TpuxoToMuu u auHuM 4.ANT, Bo3-
HUKIIENH B MOMYJSIIMSIX MOHTOJIBCKOTO CypKa Ha 3a-
nmajge MOHToJUY ¥ TOPOAUBILIEi Oojiee MOJIOAYIO M-
Huio 0.ANT, chopmMupoBaBiiylocs B Ipoliecce pac-
MPOCTPAaHEHUST MUKpoOOa 4YymMbl U3 pailoHOB
Mounroubckoro u I'opHoro Antas Ha TsaHb-1llaHp 1
ITamup (Cynuos, 2020). To ke MOXXHO cKa3aTh O re-
HoBapmaHTax BeTBu 2.MED, B KoTOpOIf 6a30BBIM 1
HauboJsiee APEBHUM T€HOBAapUMAHTOM CUUTAIOT KaB-
kazckuii 2.MEDO (HocoB u ap., 2016; Pisarenko
et al., 2021). ITo aKoJloTMYECKOIi BEPCUM 3TOT I€HO-
BapuaHT HauboJjiee yaajeH OT paiioHa BUI00Opa3o-
BaHUSI MUKpoOa yyMbl B LleHTpaibHOU A3uM, 4TO B
COOTBETCTBUU C MOJIEIbIO TEPPUTOPUATIBHOM 3KCIaH-
CHMU MO IIPUHIUINY “MacisSHOIO MSITHA” IT03BOJISIET
CUMTaTh €ro HauboJjiee MoJoAbIM. TakuM 00pa3oMm,
HaJIM4Ke TPUXOTOMUU B MOIMYJISILIMSIX MOHIOJIBCKOTO Cyp-
Ka-TapOaraHa, o0o3Ha4yeHHOil Ha MI-¢uioreHeTruue-
CKUX nepeBbsix Kak y3ea NO7 unu “Big Bang”, Haxo-
JIUT BIOJIHE MPaBAOINOJ00HOE KOJOTMYECKOE HC-
TOJIKOBaHUe.

Yro KacaeTcs B 1LIEJIOM IIPOOIEMBI IIPONCXOXKIE-
HMSI YyMbl, TO 3KOJOTUYECKUI CLIeHApU CBUICTEIb-
CTBYeT B TIIOJIb3y MPEICTAaBJICHUN O HaMOOJIbIICH
JIPEBHOCTU CyPOYbMX T€HOBAPUAHTOB YYMHOI'O MUK~
poba 6uoBapa Antiqua (ANT) u o romoruiasuitHoM
cxonctBe MI'-mpn3HaKOB MOJIEBKOBBIX TeHOBapMaH-
TOB Y. pestis, HO He 00 MX HEIOCPEICTBEHHOM POI-
CTB€ U HAJIMYUM €IUHOMU NPEBHE reHeasorn4ecKom
BetBu 0.PE. MHBIMU cTOBaMU, peaTbHOM TeHea 0T -
Ne 6
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YeCcKoii BeTBU 1moJieBKOBBIX ITonBuaoB 0.PE me cyme-
cTByeT, a kiactep 0.PE He siBisieTcst punoreHeTnye-
CKOM KaTeropueil (roJiopuaeTUYeCcKon TpyIiioi) u
HE MOXET XapaKTepu30BaTh (PHIOTeHETUUYECKOe
€OIUHCTBO “II0JIEBKOBBIX” ITOIBUIOB.

IIpunsaras B MI'-mogxone KoHLEMLUsI abCTpaKT-
HBIX putoreHeTndeckmx BetBeii 0, 1, 2, 3 1 4 ¢ 3Ko-
JIOTMYECKOM TOUYKHU 3pEHUS SIBJISIETCS MaJIo CoAepKa-
TenbHOIi. AOcTpakTHas1 BeTBb (cTBOJ) 0 1 ee UCTOU-
HnK MRCA oxapakTtepn3oBaHBl MOJEKYJISIPHBIMHA
MIpU3HAKAMHU TOJBKO CTaTUCTUYECKU, SKOJIOTUICCKI
3Ta BETBb HE MHTEPIPETUPYETCS, B TO BpeMsl KakK
KJIOH TICEBIOTYOEpPKyIe3HOTO MUKpoba mpeodpas3o-
BaJICSI B MICXOOHBIE ITOITYJISILIMY MUKPOOA YyMbl, KO-
TOPBIE JOJKHBI ObITh OTHECEHBI K OIIpeIeJICHHBIM I'ec-
HOBapuaHTaM C ONpeleJeHHbBIMU cBoiicTBaMu. [1pu
STOM IIPEOIIOJIOKEHUSI O BO3MOXKXHOM BBIMUPaHUU
HWCXOJHBIX TEHOBApUAHTOB, COCTaBISIBIINX cTBO 0,
HE UMEIOT KaKoM-T1n00 (PaKTOJIOTUUECKOM TTOIIEPXK-
ku. ['ononeHoBas ucropusi, 6uoreorpadust 1 3KOJI0-
TSI OCHOBHBIX X035IEB MUKPOOa YyMbl JOCTATOUYHO
nIyOOKO m3ydeHBI. To Xe caMoe ciiemyeT OTHECTH K
JIPYTM BETBSIM M CyOBETBSIM.

Xots puyioreHeTHYecKue aepeBbsi mpu M1 1 3Ko-
JIOTMYECKOM TIOIX0aX B OOJBIIION Mepe pa3IndaroTCs,
00a momxoda IPeceayoT OMHY Ledb — BBIICHEHUE
ucropuu Y. pestis, KoTopasi UHBapuaHTHa. [ToaToMy
JIOJDKHO CYIIIECTBOBAaTh KOHCEHCYCHOE PEIlIeHUE 3TO-
ro Bompoca. boiee 6oraroe GMOIOrMUIECKOE COOEP-
JKaHNE KOJIOTMYECKOro MoaXoAa 1 ero HaIISAHOCTh
MO3BOJISIIOT TIPUHSITH 3KOJOTUYECKUI CLIeHAapUii KaK
HYJIb-TUIIOTE3Y IJIsi OYIYIIEeTO SKOJI0r0-MOJIEKYJISIP-
HO-TEHETUYECKOIO CMHTE3a B IIPOOIeMe IIPOUCXOXK-
JIEHUS U 3BOJIIOIIMY BO30ynuTesl YyMbl. MIMetolue-
CsI B HACTOSIIIIee BPeMsI MOJIEKYJISIpHbIE (DMIOTeHU 1
JIaHHBbIE O cpeaax OOMTaHUS YYMHOTO U IICEBIOTY-
OEpKyJIe3HOTO MHUKPOOOB ITO3BOJISTIOT PEKOHCTPYM-
pOBaTh 3BOJIIOLUOHHYIO NCTOPUIO YYMHOI'O MUKPOOa
COBMEIIICHUEM METOHOB TPAIUIIMOHHOM (“pydHOi1”)
1 KOMIIBIOTePHOU (PUIJIOTEHETUKU U CO31IaTh OoJjiee
HaIISIIHBINA, O0Jiee HOBEPUTEIbHBIN, OMOJIOTNYeCKN
HACBIIIEHHbIA WHTETPAaTUBHBIA CLEHApUA TMPOUC-
XOXIEHUS W amalTUBHOMW paaualiiu BO30ymIUTENs
qyMBI. HeKoTopsIit OIBIT ITOMOOHBIX (DMJIOTEHETHYE-
CKUX PEKOHCTPYKLIWII HAKOIUIEH B DHTOMOJIOTHYEC-
ckux ucciepoBanusx (Pacaunpin, 2002).

HeobOxonmMo mMeTh YEeTKOE TIpencTaBiIeHHE 00
YHUKAJIbHOM TPaBMaTHMYECKOM CIOCOOE MacCOBOIO
3apakeHus nceBaoTyoepkKysezom (I CJI) momyasiumii
CcypKa-TapbaraHa IIpy OMOreolIeHOTUYECKIX 00CTOS -
TEJIbCTBaX, cloXuBIIMXCcsS B LleHTpanbHOI A3um B
capTaHCKoOe BpeMsl Ha pyOexe TjieicTolieHa U ToJIo-
neHa. BumoobpaszoBanne 9yMHOTO MHUKpPOOa ITPOX0-
IWJIO B TETEPOTEPMHOI, reTepOMMMYHHOIi, BEICOKO
CTPECCOBOI cpelle — TMOIYJSLUSIX THOEPHUPYIOIINX
CYpPKOB-Tap0araHoB, TeMIepaTypa Teja KOTOPBIX W,
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COOTBETCTBEHHO, AKTMBHOCTb MMMYHHBIX OTBETOB
paguKaabHO U OBICTPO, B TeUeHUe 1—35 4, MeHseTCs
MIpU PeryasipHoii cMeHe (U3UOJIOTMIECKUX COCTOSI-
HHUI 3yTepMUSI—TOPIIOP. DTO MPEAIINCHIBACT pa3-
paboTKy U IpUMEHEeHUE s Y. pestis yHUKaAJIbHOM
ad hoc Molenu 3BOJIOIUU IPU3HAKOB, IIPeAyCcMar -
puBaromieit “kBaHToBoe” (OBICTPOE, HO HE CaJIbTaIlM -
OHHOE, a MOCTEINECHHOE, IOIYISLMOHHO-TeHEeTNYe-
cKoe) T1peobpa3oBaHUEe TIIepeXOdHON  (opMEbI
Y. pseudotuberculosis/Y. pestis B mepexomHOIi TeTepO-
TEepPMHOIT M TeTepOMMMYHHOI1 cpene. Takke HE0OX0-
1Mo 60siee AETATbHO U3YYUTh U BHECTU B MEXKIIyHa-
ponnyto 6a3y naHnHbix NCBI GenBank reHoMBbI TICeB-
JIOTYOEepKYJIE3HOTO M UYyMHOTO MUKPOOOB, MIpExXIe
BCETO0 M3 MO cypKa-TapbaraHa, OOMTaIoOIIero
B llenTpaibHOli A3uu, B pailoHE IPOMCXOXICHUS
YyMbl. DTO J1aCT BO3MOXHOCTh 00Jiee KOPPEKTHOTIO
BBIOOpa pedepeHCc-IITaMMa U aaeKBaTHOM, OJIMKaii -
meii K Y. pestis, BHeIIHe rpynirsl npu MI'-duiore-
HETUYECKHNX PEKOHCTPYKILMUSIX 3TOr0 YHUKAJIHHOTO
MHQPEKIIMOHHOrOo areHTa. B momaBasionieM Oo0JIb-
mumHcTBe MI'-pabor 1o ¢punorenun Y. pestis B Kaue-
cTBe  pedepeHc-muTamMmma  ucnoabdytor  CO92
(1.ORI1), u3oaupoBaHHBI OT OOJBHOTO YeJIOBEKA U
cekBeHupoBaHHEI B CIIIA, a B KadecTBe BHEITHEH
rpynnsl — Y. pseudotuberculosis 0:1b 1P32953, uzonu-
pOBaHHBIN OT 60IbHOTO YesioBeKa Bo @paHuun. Me-
TOIOJIOTMYECKN HamexXHee pedepeHc-IITaMM U’
MpEeACTaBUTESI BHEILIHEI I'PYIITbl BEIOpaTh 13 LleH-
TpaJIbHOM A3UN.
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Polytopic speciation of the plague microbe Yersinia pestis as the cause of the trichotomy
in the geographic populations of Mongolian marmot-tarbagan (Marmota sibirica)

V. V. Suntsov*

Severtsov Institute of Ecology and Evolution, RAS
Leninsky pr., 33, Moscow, 119071 Russia

*e-mail: vvsuntsov@rambler.ru

Modern phylogeny of the plague pathogen (Yersinia pestis), built on using molecular-genetic (MG) methods,
postulates the emergence in the Middle Ages, between the first (6—8'" century) and the second (14—18" cen-
tury) pandemics, of a unique polytomy (trichotomy) — simultaneous “explosive” (“Big Bang”) formation in
Central Asia in the populations of Mongolian marmot-tarbagan (Marmota sibirica) of three new phylogenetic
lines of Y. pestis (genovariants 2.ANT3, 3.ANT2, and 4.ANT1), emanating from the basal hypothetical
branch 0. These genovariants founded numerous natural plague foci in populations of Mongolian marmot
during very short historical time, about 1000 = 400 y.a. The MG approach does not offer an adequate expla-
nation of this declared questionable natural retro-phenomenon. As an alternative, environmental data show
the formation of the specified polytomy in the process of the origin of polytopic genovariants 2.ANT3,
3.ANT2 and 4.ANT1 at the turn of the Pleistocene and the Holocene in the three geographical populations
of the Mongolian marmot. Further adaptive radiation and microevolution of the genovariants followed sep-
arate paths and were accompanied by the parallel formation of numerous derivative genovariants, character-
izing the modern natural plague foci in Asia. The dilemma of the emergence of polytomy on the phylogenetic
tree of Y. pestis requires studying based on both approaches, MG and environmental.
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B cratbe npuBoasTcs hakTuyecKue 1 KOCBEHHbIE JaHHBIE O TeMIIepaTypax Teja Y MHOTUX I'PYIIT BbIMep-
IIUX U COBPEMEHHBIX MTO3BOHOUHBIX XKMBOTHBIX. C Havasia pa3BUTUSI CUHATICU YK€ Y 0a30BbIX “TETUKO-
3aBpoB” ! IpOsIBIIACH HATIPABIEHHOCTD Ha ITOBBILIEHUE TEMIIEPATypHI Tesla. B majpHelieM B K1agax, mpu-
BENIIMX K MJICKOTIUTAIONINM, HAa YPOBHE TIPOJABUHYTHIX Teparicui — HIMHOJOHTOB U JULIMHOJOHTOB — I10-
SIBUJIMCH BbICOKasI, 6oJiee MM MeHee TTOCTOSTHHAS TeMITepaTypa Tejla U BBICOKUI YpOBeHb MeTaboau3ma. ¥
IIUATICUI, C TIOSIBJIEHUS M Hayajla pa3BUTHS apX03aBPOB, yKe Oblia 3apMKcupoBaHa BbICOKAs TeMIieparypa
TeJla, CBA3aHHAsl MHOTJA C 9KTOTEPMMEN, a MHOTAA C TIOBBIIIEHHBIM YPOBHEM MeTabonu3Ma. [Ipu aToM y
TUTAHO3aBPOB, MOPCKUX SIIIEPOB (MXTUO3aBPOB, MJIE3M03aBPOB U M0O3a3aBPOB) U JAPYTUX I'PYII MOBBIIIIE-
HUE TeMIIepaTyphl Teja ObLIO OYEBUIHO CBSI3aHO MPEXIE BCETO C MTOBBIIIEHHBIM YPOBHEM MeTaboin3ma. B
npoliecce JaJTbHEHIIEeTro 3BOTIOIMOHHOTO Pa3BUTUS TTPAKTUUYECKHM BO BCEX KilalaxX IMHO3aBPOB ObUIN BbI-
SIBJICHBI B OOJIbIIIEH MM MEHbIIIEil CTeleH! MOBbIIIEHHbBIC TeMIIEpaTyphbl TeJia oT npuMepHo 30 1o 44°Cy
pa3HbIX TpynIl. TeHIEeHILMs K TTOBBIIIEHUIO TeMIIepaTyphbl Tejla TAKXKe SIBHO TIPOSIBJISIETCS] TIPAKTUYECKU Y

BCEX COBPEMEHHBIX PETITHUIINIA.

DOI: 10.31857/50044459621060038

OO0t TepMOOHOIOTMYECKH CTaTyC KaKOH-JIM0O0
CUCTEMAaTUIYECKON MM (PMJIETUIECKOMN TPYIIbI K1~
BOTHBIX — 3TO BEOYIIMI THII OTHOIIEHWU BCEX CHU-
CTEM OpraHM3Ma XWBOTHBIX 3TOM IPYMIIEI C TEMIIEpa-
TYpOIi: IToJIydeHUE TeIlIa (TepMOTeHHBII CTaTyC), pe-
TYJISIIUST TEMIIEPATYPHI Tejla (TEPpMOPETYIILOHHBIA
CTaTyC), peakliny Ha TepMaJIbHbII (DaKTOp W amarra-
MM K YCJIIOBMSIM BHEIIHEN cpenbl (IIOBEICHUE, TEpP-
MO(}HU3NOIOTHS U TEPMOIKOJIOTHsI), MOPhOo(hU3U0IIO-
ruyecKasi opraHu3alns, CBsI3aHHas C TEMIIepaTypoOid.
DTOT OOIMIMIT TUIT TEPMOOMOJIOTTIYECKON OpraHm3a-
A1 BO MHOTOM OIIpeIeIsIeT U KOOPAMHUPYET oIlepa-
TUBHBIE PEaKLMU M 3BOJIOLWOHHBLIC HAIIpaBICHUS
pa3BUTHSI.

1 [Tenuko3aBphl ceifuac CYUTAIOTCS COOPHOI TPYMIIO U, CTPOTrO
TroBOpSI, HE TIPEICTaBISIIOT OO0t Lesoro TakcoHa. [loatomy B
cIlelMajJbHOM HAay4YHOM JuTepaType 3TO 0003HAaYeHUE eCIU U
HCIIOJIb3YETCS1, 3aKJII0UaeTCsl B KaBbIUKU. B Halllem ciydae, no-
CKOJIbKY MBI HEe O0CyX/1aeM TaKCOHOMMWYECKYIO MpPUHAIJIeX-
HOCTb Pa3HbIX IPYIIM, 3TOT TEPMUH YIOOEH M1 TIPUMEHEHUS 1
SIBJISIETCS] BIOJIHE KOPPeKTHhIM. Ho MBI 3akiiiouaem ero B Ka-
BBIYKH.

B Hacrosiiee BpeMs CyliecTByeT HECKOJbKO Ba-
PUAHTOB OLIEHKH! 1 OIMCaHUSI TEPMOOMOJIOTUIYECKO-
ro cTaTyca pa3HbIX IPYIIT XKUBOTHBIX: XOJIOMHOKPOB-
Hble—TeIUIOKpOBHBIE (Apuctotens — IV B. 1o H. 3.;
Apuctotenb, 1937); sKTOTepMHBIE—3HIOTEPMHbIE
(Cowles, 1962); oiKuaoTepMHBIE—TOMOKOTEPMHEBIE
(Bligh, Johnson, 1973); 6panuMmeTaboinyecKkre—Taxm-
Mmetabonuueckue (Cnonum, 1984). Ho B cBete mo-
CJIEMHUX WCCJeNOBAaHUI CTAaHOBUTCS OYE€BUIHBIM,
YTO B IIOIBITKAX CUCTEMAaTU3WPOBATh 3HAHUS IIO
9TOIf MpoObJieMe MCCIeI0BAaTENIM 10 CUX IOP HE y4u-
THIBAIOT BasKHEMIIINX OOCTOSITEIBCTB, CBOMCTB 1 Xa-
PaKTepUCTUK, O€3 OCMBICICHUSI KOTOPHIX ONMCaHNe
M U3YdEeHHE DTOM CIOXKHEHIIEe MpoOJeMbl CTAaHO-
BUTCSI HETIOJIHBIM, TAJIEKUM OT PealbHOCTH.

B 3agaum HacTosIIero aHaJIMTHUYECKOTO 0030pa
BXOIIUT BBISIBJICHVE OCHOBHBIX (haKTOPOB U XapaKTe-
PUCTUK, TIO3BOJSIOMINX OOBEKTUBHO OTOOpPa3UTh
CyTb TepMOOMOJIOTUUECKUX CTATYCOB Y TO3BOHOYHBIX
KMUBOTHBIX, X KJIacCU(DUKALIVS 1 OITMCAHNE UX 9BO-
JIIOLIMOHHOTO Pa3BUTHSI.
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1. ITPEAITOCBUIKHN
ITPEAITPUHATOI'O AHAJINU3A

1.1. Cobcmeernbie uccnaedoséarus

3a mocienHue Toabl HaM yAajoCh OIMCAaTh He-
CKOJIBKO BaXKHBIX 3aKOHOMEPHOCTEI M OCOOEHHO-
CTEeM TepMOOMOJIOTUY PENTTIIINIA:

a) omuMcaHa 3aKOHOMEPHOCThb, B COOTBETCTBHE C
KOTOPOM HEKOTOPhIe aM(PUOUU U TPAKTUYECKHU BCe
PENTUINU CTPEMSATCH B T€UEHUE YACTU CYTOK IOBBI-
CUTh W YAEPXKUBaTh TEMIIEPATypy Teja BhIlle 28—
30°C (Yepnun, 2014, u op.);

6) omucaH TIPUHLMIT CTAOMIU3aLIMU BBICOKOM
TeMIIEPATYpPhI Teja B 3BOIIOLIUMN TO3BOHOYHBIX XK1~
BoTHBIX (YepimH, 1990, 2012, 2017, 1 np.); MBI cYUTa-
€M 3TOT MPUHLIMI HanboJjiee BAXXHBIM C TOUKHU 3pe-
HUS TIPUCIOCOOICHUSI ITO3BOHOUYHBIX XXUBOTHBIX K
YCIOBUSIM XXWU3HU, OH CTAHOBUTCSI OMHOM 13 BasXKHEM -
LIUX IBVEKYIIUX CHIT MOP(HOGMU3NOTIOTHYECKOI 3BOITIO-
mun y no3BoHouHbIX (Yepnun, 2012, 2017, 2021a, 6);
3leCh BaXXHO OTMETUTb, YTO MPUHIIMI CTaOMIM3a-
U1 HaubGoJliee SIpKO MPOSBISIETCS MPU CpaBHEHUU
He BUIOB U POJIOB, 1 TeM GoJjiee He MpeacTaBUTeein
OIHOTO BUA, a B pSIAY OCHOBHBIX MOP(HOGU3U0IO-
TMYECKMX THUIOB: pbLIOBI — aMpudounm —
— PENTUINUA —> 3HAOTEPMBI (T.€. TITULILI U MJIEKO-
MUTAIOIINE), KOIIa IIPpU Iepexoae OT OHOro Mopdo-
$HU3NOIOrNIECKOTO TUITA OPraHMU3allu K APYromMy B
SBOJIIOLIMU ITPOUCXOIST CEphbe3HBIe apOMOp(HBIE Ie-
pectpoiiku (YepauH, 2017);

B) OTNIMCaHBbl MYTU U MEXaHU3MbI afanTaluu per-
TWIMI K TepMaJlbHbIM YCJIOBUSIM BHEIIHEW CpPEIbI;
OCHOBHAas1 3aKOHOMEPHOCTh 3TOTO Mpollecca 3aKJIIo-
4yaeTcsl B TOM, UTO OJHUMU U3 BaXKHEHIIIMX ero KOH-
CTAHT SIBJISIIOTCSI XapaKTePUCTUKU TEPMaJIbHOIO TO-
MeocTa3a, a IEepPEeMEHHBbIMU, IIOACTpanBaIOIIUMU
KU3HEIESATebHOCTb PENTUINI K BHEITHUM YCJIOBU-
SIM Y COXPaHSIIOIIMMU XapaKTepUCTUKU TOMEOCTa3a,
SIBJISTFOTCSI B OCHOBHOM IOBEIEHUYECKHE TEPMOPETYJIsI-
LIMOHHBIE PeaKIIUU U MOANGUKALIMY TPOCTPAHCTBEH -
HO-BpeMEHHOI CTPYKTypbl aKTWBHOCTH (YepnuH,
2015); 310 ma’do0 BO3MOXKHOCTH OLIEHUTh 3HAYEHUE
BHYTPEHHUX CTaOMJIbHBIX XapaKTEPUCTUK TepMaslb-
HOT'O TOMEOCTa3a PENTWINN U APYTUX TPYIII KUBOT-
HBIX B TIPOLIECCE UX B3aUMOJIEHCTBUS C TEPMAIbHBIM
daKkTopOM;

T') IpeNCTaBJICHBI CXeMbBI OPTaHU3AIUH PETYIISIINN
TeMITepaTyphI TeJla B IIEHTPaIbHON HEPBHOM CHUCTEME
Y PENTUIINI 1 Y IPYTUX TPYIIIT ITO3BOHOYHBIX XKUBOT-
HbIX (Yepaun, 2014, n np.);

1) ccbopMUpOBaHEI IpeNCTaBICHMUs 00 OpraHusa-
LI OOIIeil CUCTEMBI CBSI3U KU3HEASITETbHOCTH U
TeMIepaTypHOro ¢GakTtopa y pasHbIX >XUBOTHBIX
(Yepnun, 2014; Cherlin, 2015a, u op.).

KYPHAJI OBILIEN BUOJIOTUU

YEPJIMH

1.2. Peayabmamet uzyuenus naiteomemnepamypol mena
Y DA3HbIX 2DYNA 8bIMEPUIUX NO3B0HOUHBIX HCUBGOMHBIX

CyIIecTBYIOT METOIUKN OIIEHKH YPOBHS TeMIIE-
paryp, ompeneisieMbIX IO OKaMEHEIbIM OCTaHKaM
KUBOTHBIX. [JTaBHBIN BapraHT TAKOTO aHAJIM3a OCHO-
BaH Ha TOM, 4TO B Kapbonarte (CaCOs;), o6pasyro-
ImeMcsT TIpU OKaMEeHEeHWM TKaHeil, JacToTa cBs3eit
MEXIY TSDKEIBIMU U30TONamu yriepona *C u kucio-
pona ®O (1 npyrumu mapamMu U30TOIOB) 3aBUCUT OT
TeMITepaTyphl. DTa METOIMKA ITO3BOJISET C JOCTATOU-
HO# CTEeTIeHBIO TOYHOCTHU OMPEACNISITh TeMIIepaTypy
TKaHeil B MOMeHT ux popmupoBanus (Urey, Greiff,
1935; Urey, 1948; Teiic, 1955; Teiic, Haitnux, 1973;
Ghoshetal., 2006, v n1p.). OCHOBHBIMY TKAHSIMU, UC-
CJIeTOBAaHHBIMU B paMKaxX MHTEPECYIOIIeil Hac Tpo-
GJIEeMBI, CTaJl, HAIIpHMEp, OKaMEHEJIOCTH XOPOIIOo
coxpaHsitoleiicss sMaiu 3y0oB TMHO3aBpoB. M3yuns
M30TOITHHIN cOCTaB KapOboHaTa, BXOISIIETO B COCTaB
OGroariaTiTa 3yOHOI 3MaJli, MOXKHO OIPEIeIUTh TEM-
TepaTypy TeX TKaHeil MMHo3aBpa, Tie 1o (OPMHUPO-
BaHue 3y0oB (Eagle et al., 2010, u ap.). ITo Takomy ke
MIPUHIINITY OIIPEACIIAIOT W TeMIepaTypy IpyTrHUx
KOCTHBIX OKaMEeHeJIOCTeil, oKaMeHeJIOi CKOPIYIThI
STMIIT M1 T.11.

KoHkpeTHBIe JaHHBIE O TeMIIepaTypax Teja pas3-
HBIX TPYIIT BEIMEPIITNUX XKMBOTHBIX IPUBEICHBI B CTa-
ThE JaJiee.

1.3. Koceernnvie dannbie, cesi3anHble
¢ mepmooUoa0cUHeCKUM CIAMYCOM
NO360HOUHBIX HCUBOMHbIX

1.3.1. CTpyKTypa KOMINAKTHBIX KOCTeil. beHHeTT 1
Py6en (Bennett, Ruben, 1986) rmokasanu, 4To y 5KTO-
TEPMOB KOMITAKTHBIE KOCTU B OCHOBHOM JIaMEJLISIP-
Ho-30HaympHOTO THMNA (lamellar-zonal), Tipu KoTOpoM
KOMITAKTHasI KOCTb (hOpPMUPYETCSI B OCHOBHOM 3a
CUEeT OTJIOXKEHMSI HAAKOCTHUIIBI, OHA MHOTOCJIOMHAS,
HETUIOXO BUAHBI JUHUU POCTA, B HEI Majio MepBUY-
HBIX OCTEOHOB M KPOBEHOCHBIX COCYIOB, T.€. OHa
IUIOXO BacKyJIsIpu3npoBaHa (IIPUCYTCTBYET B OCHOB-
HOM Yy COBPEMEHHBIX aMPUOnii u penTimii). Y 3H-
JIOTepPMOB KOMIIaKTHBIE KOCTM B OCHOBHOM (pUOpO-
JnameursipHoro tuta (fibro-lamellar), mpu KOTOpoM B
TKaHU MHOTO OCT€OHOB, (POPMUPYIOIINX BU TKAHE-
BBIX BOJIOKOH, M OHa XOPOIIO BaCKYJSIpU3UPOBaHA
(IIPUCYTCTBYET B OCHOBHOM Y TITUL M MJICKOITUTAIO-
mux; Ricgles, 1969a, 1972a, b; Bennett, Ruben,
1986). IIpeBanmupyolnii TUIT KOCTA y KUBOTHBIX,
CKOpee BCETo, He MPSIMO CBSI3aH C YPOBHSIMHA MeTab0-
JIu3Ma ¥ BHYTPEHHEM TETUTONPOAYKIIUH, HO SIBJISIETCS
OTpaXeHHEM YCKOPEHHOTO SMOPUOHAJIBHOTO U I0BE-
HWIBHOTO pocTta y 3HaotepMoB (Bennett, Ruben,
1986), T.e. MOXKET C OIIpeeJIEHHOM J0JIeii BEpOSITHO-
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BBOJIIOLIUA TEPMOBUOJIOTUYECKHUX CTATYCOB

PUCTHUKOI BBICOKOTO YPOBHSI MeTaboJIM3Ma U BHYT-
pEHHEN TeITONPOAYKILIVN.

1.3.2. Haiuume Ha TyJIOBHIIE TEIIOOOMEHHBIX pa-
aaatopoB. PacueThl MOKa3bIBAIOT, YTO HarpeBaHUeE
TYJIOBHIIA UCKIIOUUTEIFHO C MOMOIIBIO OONBIINX
TEeTMJI000OMEHHBIX PAINATOPOB PA3TMIHON CTPYKTYPhI
Ha CIMMHAX MO3BOHOYHBIX IS HEKPYIHBIX U CpeTHe-
pa3MepHBIX XKUBOTHBIX BITOJTHE 3(DMOEKTUBHO U TOITY-
ctumo (Bramwell, Fellgett, 1973), a o1 KpynHopas-
MEPHBIX JKUBOTHBIX — He3((EKTUBHO 1 MOUYTH Oec-
cMmbicieHHo (Gould, 1998). TTosToMy Hanmuyue Ha
CIUHAX y HEKPYITHBIX U CpeaHepa3MepHBIX BbIMEp-
IIUX XXUBOTHBIX CITELMAIbHBIX TTO-Pa3HOMY MOpPdo-
JIOTUYECKH OPTaHN30BaHHBIX TEIJI00OMEHHBIX TTapy-
COB (HaIpumep, y “IeIMKO3aBPOB”) TOBOPUT O TOM,
YTO, CKOpee BCEro, UM HeO0OXOAMMO OBLIIO YCKOPEHIE
HarpeBaHU Tejla U MOAIepKaHue ero BEICOKOM TeM-
nepatypbl. Hanmume mOmoOHBIX 0Opa3oBaHUIl ¥y
cpelHe- U OCOOEHHO Y KPYHMHOPa3MEpPHBIX XUBOT-
HBIX (CITMHO3aBPOB, CTEr03aBpPOB, TPULIEPATOIICOB)
TOBOPHUT, BUAUMO, 00 MX TOCTATOYHO BBICOKOM YPOB-
He MeTabonr3Ma M TEIUIONPOAYKIINM, U 3TH Tmapyca
MpeIHa3HaYeHBI 11 PACCEUBAHUS U30bITKOB IIPOU3-
BEICHHOIO OPraHU3MOM TeIlIa BO U30eKaHue mepe-
rpeBa Tena (Barrick et al., 1998).

OnHAaKO TepMOPETYISIIMOHHOE Ha3HAUYeHHE Ta-
KHMX TTapyCoOB y “IIeTMKO03aBpPOB” HEOTHOKPATHO 00-
CYXIAJIOCh U TTOABEprajaoch coMHeHUsIM. M3yuas Ha
MaJICOHTOJIOTUYECKOM MaTtepuajie hopMy, BHYTPEH-
HIOI0 aHATOMUYECKYIO CTPYKTYPY KOCTEi ITO3BOHOY-
HUKa, peAriojlaraeMble CKOPOCTH POCTA OTACTbHBIX
X 4YacTeii, BO3MOXHOE PACITOJIOKEHWE B HUX M Ha
HUX HEPBOB M KPOBEHOCHBIX COCYIOB, HEKOTODEIE
aBTOPHI IENAIOT BEIBOI, B YACTHOCTH, O TOM, UYTO CU-
cTeMa KpOBOCHAOXEHMSI 3THX IIapyCOB y “IEJIMKO-
3aBpOB” HEAOCTATOYHO Pa3BUTA, YTOOBI OHU BBITION -
HsUTU TepMopeTysinuoHHyo ¢pyHkmuio (Huttenlocker
et al., 2011; Shelton, 2015; Shelton, Sander, 2017; Agli-
ano et al., 2020, u op.). IIpenmonaraercss, YT0 OCHOB-
Hast (PYHKIYS 3TUX 00pa3oBaHUil — JEMOHCTPATUB-
Hasl, UMeIolllasl 3HaYeHNE B COLUANTBHBIX, CEKCyalb-
HBIX, BHYTPUBUIOBBIX U MEXXBUAOBBIX KOHTAKTAX.

C 3TuMH BO3paxkeHUSIMU MOXKHO OBLIO OBI COTJIa-
CUTBCSI, €CJIN OBI HE PSIJT OOCTOSITEIIHCTB.

TpynHo (ma 1 MpoCTO OECIOJIE3HO) CIIOPUTH C pe-
3yIbTaTaMM TAJIC0aHATOMUYCCKUX WUCCICIOBaAHUIA.
Ho, xak oTMe4aloT 1 caMu aBTOPbI 3TUX MCCIIEI0BAa-
HUIi, B YaCTU OLICHKM HAJMYUSI MOIIHBIX KPOBEHOC-
HBIX COCYIIOB B OTAEJIbHBIX YACTSIX TTO3BOHOYHUKA UX
BBIBOJBI [TOKA HE MOTYT OBITh OMHO3HAYHO MOATBEP-
XKIEeHBI U UHTepIIpeTupoBaHbl. Kpome Toro, mamern-
JIIPHO-30HAJBHBIN M (UOpO-TaMEIIPHBINA THUIIBI
KOCTEI1 TajieKo He BCerma YeTKO COOTBETCTBYIOT XO-
JIODHO- U TEIUIOKPOBHBIM XXWBOTHBIM. Tak 4TO HAe-
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JIaTb KaTCTOPMUYHLIC BbBIBOAbLI, OIIMpasACh Ha 3TU UC-
CJIEAOBAaHMA, OITACHO.

Ho camoe rmaBHOe, Ha Halll B3IVISIA, 3aKJIIOYaeTCs
B TOM, UTO TIPA PACCMOTPEHUHU BOIIPOCA O BO3MOX-
HOM 3HAYCHMHU MapyCOB B TEPMOPETYJISILIUU HE00XO0-
MO YUYUTHIBaTh HECKOJIBKO BaXKHBIX JOTIOJHUTEIIb-
HBIX OOCTOSITEJILCTB.

3HadyeHNEe KOXHU B TEPMOPETYISILIMM HE ITPOCTO
MEXaHUYECKOE, CTATUYECKOE. Y COBPEMEHHBIX PETI-
TWINIA W3BECTHO CBOMCTBO HAKOIUIEHUWS KpPOBU B
y4acTKax KOXM, TIOIBEPralolINXcsd HarpeBaHUIO
COJTHLIEM, TTOCJIE YETO 3TOT OOBEM HATPETON KPOBU
HIYHTUPYETCS BHYTPb OPTaHU3Ma, a ET0 MECTO 3aHU-
MaeT OoJiee XOJIOAHAS KPOBb M3HYTPU OpraHM3Ma.
DTO MHOTOKpPAaTHO IIOBTOPSIETCS WM 3HAYUTEIIBHO
YCKOpSIET HarpeBaHUe Tejla B LIEJIOM. DTU JUHAMUYE -
ckre GU3NOIOTUYECKIE peakuni odeHb 3G PEKTUB-
bl (Heath, 1964; Morgareidge, White, 1969; Georges,
1979; Hochscheid et al., 2002).

Takue muHaMUYECKUE peaKIUu He TPeOYIOT H0-
MMOJITHUTEIbHBIX AHATOMUYECKUX U3MEHEHUI B KPO-
BEHOCHOI CHCTEME KOXMW WM IPYIUX OpPTraHOB, HO
3HAYUTEJIBHO YCUJIMBAIOT UX TEPMOPETYISIIUOHHYIO
dyHkuio. B cnyyae ke, Korma TMHAMHYECKUE peaK-
LIMA HEBO3MOXHEI (HaIlpUMep, KOCTHBIE TIACTUHBI Ha
CIMHAX y CTero3aBpoB), caMa KOCTh OKa3bIBaeTCS
PBIXJIOII M CWJIBHO BacKyisspusupoBaHHoit (Farlow
et al., 2010; Hayashi et al., 2012, u ap.).

JleMoHCTpaTUBHBIE (DYHKIIMU Pa3IMYHBIX OOpa-
30BaHMIA Ha TYJIOBUILIE >KUBOTHBIX Yallle BCETO CBSI3aHbI
C LIBETOBBIMM 3HaKaMU WU C WX ITOABMXKHOCTBIO —
MTULBI U PENTUINY OOBIYHO MCIIOIB3YIOT UX B MTOBE-
JIEHYECKMX aKTaX: TPSICYT, paCKpbIBAlOT U CBOpayM-
BalOT, PACTATUBAIOT U CKMMAIOT U T.M. Bce mapyca u
KOCTHBIE BBIPOCTBI Y APEBHUX PENTUIMUNA OBLIM CO-
BEPIIIEHHO HETTOIBUKHBIMU.

Bosbie mapycHBIE BEIPOCTHI CAMU IO cebe orpa-
HUYIMBAIOT MOIBIKHOCTD XXKUBOTHBIX, HeIal0T UX 60-
JIee 3aMeTHBIMU 1 YSI3BUMBIMMU TSI OTPOMHOTO KOJIH -
YeCTBa XMITHUKOB, MEIIAIOT M CKPBIBAThCS OT HUX B
3apoOCiIIX W TIOJIb30BaThCA JTIOOBIMM  yOEXKUIIIAMU
uT.0. To ecTb OHU CO3MAIOT UIST 3TUX KMBOTHBIX
MHOXECTBO HEYTOOCTB M OITACHOCTE. DTO 3HAYWT,
YTO 3T 06pa30BaHMSs JOJLKHBI OBIITH MMETh JUTST HUX
TaKoe OTPOMHOE 3HayeH’e, KOTOPOe TOJLKHO OBLIO
TIepeKpPBIBATh BCe 3TH HeynoocTBa. JlyMaeTcst, HeoO-
XOIVMOCTD TIOBBIIIICHUS TeMIIepaTyphl TeJla — OIHAa
W3 TeX KJIIOUYEBBIX TIPUYMH, KOTOpast B CBOEM 3Hade-
HUU TIEPEBECUT BCE OIMMACHOCTH.

DTU U ApyTrue o0CTOSITEILCTBA BCe-TaKM BO3Bpa-
IIAIOT HAC K OOJIBIIOI BEpOSITHOCTY UMEHHO TePMO-
PEryJISIIAOHHOIO 3HAYEHUS MapyCcoB Y “HeIUKO3aB-
pPOB” M APYTUX APEBHUX penTuiuii. Tem 0osee 4To HA
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OIVH M3 IMPUBCICHHBIX TOBOJOB ITPOTUB HC OTBEPIra-
€T KaTCTOPUYCCKHN 3TY BOZMOXKHOCTb.

1.3.3. Pasmepsi Tena. [1raHTH3M (TUTAHO3aBPhI U AP.)
0oJIbllIe BCETO IMOAXOIUT ISl TUHO3aBPOB CO CpEll-
HUM ypOBHEM MeTaboyim3ma. B naHHoOIl cTaThbe Ham
MPUAETCS HEOMHOKPATHO TOBOPUTh O PENTUIIMSIX
(COBpEeMEHHBIX M, IIAaBHOE, NPEBHMX) C HU3KUM,
CPEIHUM U BBICOKMM YPOBHEM MeTabom3Ma (B 4acT-
HOCTH, TEPMOMETa0O0IM3Ma, TOBBIIIAIONIIEIO SHAO-
TeHHBIM ITyTeM TemIieparypy Teja). Ho o KoHKpeT-
HBIX YPOBHSIX MeTaboJIM3Ma, XapaKTepHbIX IJIST BbI-
MePIIUX IPYIIIT PENTUIINI pa3HBIX Pa3MEPOB, MOXKXHO
CYIUTb TOJBKO 110 KOCBEHHBIM TaHHBIM, OTTAJIKMBa-
SICh OT JAHHBIX TT0 COBPEMEHHBIM PETITWINSIM U TEIl-
JIOKPOBHBIM XXWBOTHBIM. IIpy HemocTaTouHOM pas-
BUTOCTU CUCTEeM (PU3NOJIOTUUECKON TEepMOpPETYJIsi-
LIUU, T.€. IPU HEBO3MOXHOCTHU OTIEPATUBHO U YETKO
peryaupoBaTh ypoOBeHb MeTaboiau3Ma (0COOEHHO
TepMOMeTab0IM3Ma), 4YTO SIBHO OBIJIO IPUCYIIE
JIPEBHUM PETNITUIIUSIM, Y )KWBOTHBIX C pa3HBIMU pa3Me-
paMu CKJIAAbIBAlOTCS BeChMa pas3JIMYHbIE CUTYallUU.
ITpu HU3KOM ypoBHE MeTaboIM3Ma, T.€. B caydae, KO-
raa Jjisi HarpeBaHUs Teja UM MPUXOIUTCS MOJIb30-
BaTbCsl BHEIITHMMU MCTOUHUKAMU TeTlj1a, 6ojiee BCero
MOAXOASIT MEJIKUE U CpelHe-MeNIKre pa3Mephbl Tela,
YTOOBbI TEIUIOBAasI MHEPLMS OblIa HU3KOW U MOXKHO
OBbLJIO OMNEPaTUBHO HCIIOJNB30BaTh COJTHEYHOE U3IY-
YeHUe IJIsl U3BMEHEHUSI U PETYJIUPOBaHUsI TeMIIepaTy-
pbl Tena. [1pu BBICOKOM YpOBHE MeTab0JIM3Ma U TeP-
MoMeTaboyim3Ma OoJIbIlIMEe pa3Mepbl XKMBOTHBIX (U,
COOTBETCTBEHHO, OOJIbIIASI TepMaJibHAsI UHEPLIUST U
MEHbIIIasi OTHOCUTEIbHAS TTOBEPXHOCTh TeJIa) MOTYT
MPUBECTU K OMACHOMY [Jisl XKU3HU ITIeperpeBy, WU
MM TIOTpEOYIOTCSI ChelualbHble MEXaHU3MBbI IS
paccerBaHUsI U30BITKOB TeIlia (Halpumep, Ternao000-
MEHHBIC paJIuaTOphl Ha CIMHE). MeJKHhe 1 cpenHe-
MeJIKUEe pasMepbl ISl TaKUX XXUBOTHBIX ITOIXOMISIT
oonee Bcero. Ilpu cpenHeM ypoBHE MeTaboau3Ma U
TepMOMETab0JIM3Ma OITACHOCTh TIeperpeBa yMeHb-
11aeTcsi, a CTPEeMJICHHE COKPaTUTh TeIJIONOTepH,
yTOOBI 00Jiee PKOHOMHO pPacXodoBaTh dHEpPreTude-
CKU JOpOTO OOCTAIoIEeCcs] Terjao, MOXET CIoco0-
CTBOBAaTh YBEJMYECHUIO pa3MepOB TeJla.

B nmanbHeiieM TEKCTe 0 BO3MOXHBIX KOHKPETHBIX
YPOBHSIX MeTadom3Ma 6y,[[CT CKa3aHO OTOCJIBbHO.

1.3.4. Uncynsammsa. MHcynsaums — mMex U 1epbs,
TOJICTBI CJIO¥ MOAKOXHOTO XX1pa — FTOBOPST, CKOpee
BCETO, O BBICOKOM YPOBHE METa0O0IM3Ma U TepMOTe-
He3a y MEJIKMX M HEKPYIHBIX XKMBOTHBIX (IITUIIETIO-
IOOHBIX OWHO3aBPOB, TEPUOJAOHTOB U  Ap.),
MPUOMIDKAIOIIMXCS K HACTOSIIMM TEIJIOKPOBHBIM
NTULAM W MICKonmuTammuM. @OyHKIMOHAILHOE
3HAYCHUE OBTUX IIPU3HAKOB — HEOOMNYIIeHHE WIN
YMEHBIIIEHUE TTOTEPHU TSKEJIO JOCTAIOIIErOCs TeIia.

KYPHAJI OBILIEN BUOJIOTUU

YEPJIMH

CKopee BCCro, B NadbHEUINNX MCCICOOBAHUSIX
TaHHOM HpO6J'ICMLI TIOABATCA 1 HOBBIC CBEICHMS, 1103~
BOJAIOIME YCOBEPIICHCTBOBATL HaAIllM IIPCACTaBJIC-
HUA O TCpMO6I/IOJ'IOI"I/I‘ICCKOM CTaTyCcC COBPCMCHHbIX
1 BBIMCPIIMX ITO3BOHOYHBIX 2KWBOTHBIX.

2. MTPAMBIE U KOCBEHHBIE JAHHDBIE
O TEMIIEPATYPAX TEJIA ¥ OTIAEJIbBHbBIX
I'PVIIIT BEIMEPIIINX 1 COBPEMEHHBIX

ITO3BOHOYHbIX

2.1. Cunancuowt

“Ilenmmko3aBpbl” 00MIagaIy TUITUIHOM JaMeJIsIp-
HO-30HaNbHOU KocThio (Enlow, Brown, 1956, 1957,
1958; Peabody, 1961; Enlow, 1969; Ricqles, 1974,
1978a). B mmacduzax mx OJIMHHBIX KOCTEd BUIHBI
KOJIbLIA POCTAa, U OHU ILIOXO BACKYJISIPU3UPOBAHEI.
DTO0 ¢ OOJBIION AONEH BEPOITHOCTA TOBOPUT 00 MX
XOJIOHHOKPOBHOM CTaTyce.

Ho mapannensHo ¢ “menuko3aBpamMu’, obJiagaB-
IIUMHU OOJILIIMMU CIIMHHBIMU MapycaMu, B 3TO 3Ke
Bpems (rmpumepHo 270 MJIH JIeT Ha3ad) Ha 3eMile K-
JIM ¥ ApyTUE TIPEeICTaBUTEN “MIeJIMKO3aBpPOB” — KO-
tunopunxu (Cotylorhyncus). OHU He UMEIU CIUH-
HBIX ITAPYCOB, OBUIK UIMHOM 1—6 M 1 BECOM CaMBbIX
KPYIHBIX BUAOB OO 2 T, 00Jlagajy HEMHOIO YILIO-
IEHHBIM OOYKOOOpa3HBIM TEJIOM, IJIMHHBIM XBO-
CTOM, KOPOTKMMU CUJIbHBIMU HOTAMHU C OOJBIIMMU
KorraMu. O6 nx TepMOOHMOJIOTMYECKOM CTaTyce JI0-
MOAJIMHHO HUYeTro He M3BecTHo. Ho mpendrosoxe-
HUS Ha 3TOT CYET MOXHO BBICKA3aTh.

Ecnau nonycTuTh, 4TO KOTUJIOPUHXU ObUIU TUITNY -
HBIMU 3KTOT€pPMaMMU, TO UX MACCUBHOE TEJI0, €0 TEP-
MaJibHasl UTHEPLMOHHOCTDb BPSIA JIU MOIJM CIIOCO0-
CcTBOBaTh 3G @MEKTUBHOU pETyIsIIUU TeMIepaTyphl
Teja TOBeJeHYSCKMMU MpueMaMU:. HarpeBaTh 3TOT
JIBYXTOHHBIM “O0OYOHOK” SIBHO MAJIOIIOIBMIKHOTO
KWBOTHOTO C ITOMOILBIO COJHEYHOIO W3Iy4CHMUS,
MONJIePXXNBaTh MOBEACHYCCKMMU CIIOCOOAMU €To
TeMIlepaTypy U T.II.

Ecam ke mpenmnoioXXnTh, 4TO 3T KUBOTHBIC OBI-
JI1 B OCHOBHOM 3HIOTEPMHBIMU, T.€. YTO Y HUX OBLI
BBICOKHMI YPOBEHB a3pOOHOTO MeTabonaM3Ma U Tel-
JIOTIPOAYKIIMU, TO CUTYaIIUs BBIJISIAUT OOJIee JIOTUY-
HOM. YBenmueHne pa3sMepoB (HE IO TUTAHTCKOM, HO
JI0 CpeaHe-KPYITHOI pa3MepHOil KaTeropuu) moMo-
rajio 3a c4eT OOJIBIIION MAacChl M TETUIOBOM WHEPIINH
COXpaHsTh TEMIIEpaTypy Tejda Ha JOCTAaTOYHO BHICO-
KOM 1 0oJiee N MeHee TIOCTOSTHHOM ypoBHe. Kpome
TOTO, IIJIsI SHEPIeTUYECKOro 00eCIIeYeHsI SHI0TePM-
HOCTH KOTWJIOPUHXU JTOJDKHBI ObUIM MOTPEOISITh, T1e-
peBapuBaTh U yCBANBaTh MHOTO MUIIU. DTOMY, BUIU-
MO, CITOCOOCTBOBaJIM XOPOIIO Pa3BUThIC, OOBLEMHBIC
OpraHpl MUIIEBapEHNS, 3alIOJTHUBIINE UX TYJIOBUIIE
¥ TIpUAABIINE eMy 009KooOpa3Hyo GopMy, Kak, Ha-
Ne 6
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IIpUMED, Y KBaYHBIX IAPHOKONBITHBIX MJIEKOITUTAIO-
LINX.

Y KOTWIOPMHXOB OTMEUYEHO Hajinuyue auadpar-
Mbl. [IpaBna, oHa ciabee, 4eM y pa3BUTHIX MJIEKOITH -
TalOIIUX, U IJIsI HOpMaJIbHOM paboThI eii Hy>kHa ObL1a
noanepxka apyrux rpynn Mmbiu (Lambertz et al.,
2016). OmHako Hajamyue nradparMbl IOMOTaeT 3Ha-
YUTEIBHO YJIYUYIIUTh BEHTUJISLIMIO JIETKUX, a 3TO —
9BOJIIOLIMOHHbIN 1IaT B CTOPOHY MJIEKOTIMTAIOLIMNX.

Tak g0, cKkopee Bcero, KOTUJIOPUHXH OBIJIN TEI-
JIOKPOBHBIMUY U MMEJIU BBICOKYIO TeMIIEpaTypy Tea.

MHorue ydyeHble U3ydalll CTPOEHUE KOCTEH ¥y
TepariCul U paHHUX CUHAIICUJ, HE CBI3aHHBIX C Te-
parcugamu (Enlow, Brown, 1956, 1957, 1958; Ric-
gles, 1969b, 1972c, 1974, 1976, 1978a, b, 1979; Ben-
nett, Ruben, 1986; Botha, Chinsamy, 2001, 2004;
Botha, 2003; Ray et al., 2004; Huttenlocker et al.,
2010; Shelton et al., 2012; Olivier et al., 2017; Shelton,
Sander, 2017, u np.). MccaemoBaHuUs ITOKa3aiau, 4To 'y
HEKOTOPBIX TPYIIT Teparcum UMeroTcs: (Gubpo-ja-
MeJUTISPHEBIE, XOPOIIO BaCKYISIpPU3MPOBaHHBIE KOCTH,
YTO TOBOPUT O HAJTMYKU Y HUX MOBBIIIIEHHO MeTab0-
JINYECKOUN aKTUBHOCTH.

BospacT nosiBjieHus1 Mexa 1 BOJIOC B pe3yJibTaTe
ITOCJICIHUX HAXOHOK COBUHYJICS ¢ ~165 MH JeT y
Castorocauda n Megaconus (Jiet al., 2006; Zhou et al.,
2013) no ~462—240 muH aeT Hazan y Prozostrodontia
(Benoit et al., 2016).

Kpowme Toro, B ueperie uMHOOOHTOB Dvinia HOCO-
Basl MOJIOCTh AENMJIACH HA STMOUIHYIO M MAaKCUJUISIP-
HYIO TYpOMHAJINM, YTO HAOIIOOAETCS TOJIBKO Y TETLIO-
KPOBHBIX NTUIl U MJICKOITUTAIOIINX, TIOCKOJIbKY CBSI-
3aHO B3TO C HarpeBaHMEM BILIXaeMOTO BO3IyXa.
TakuMm o0Opa3oM, MMEIOTCS Cepbe3HBIe OCHOBAHUS
mojaraTh, YTO TEIUIOKPOBHOCTh MOSIBWJIACH yXKe Ha
YPOBHE TEPMCKUX LIMHOOOHTOB (Baxwneiimme pe-
3yJbTaTHL..., 2013).

Peii ¢ coaBropamu (Rey et al., 2017) nocpenctBom
XMMHWYECKOTO U30TOITHOTO aHaIu3a ONpeaesuiv Ta-
JleoTeMniepaTypy B OKaMEHEJIbIX KOCTSIX M 3y0ax.
AHanu3 nokasaj, 4To 1) HeKOTOpbIe POIbI TepariCul
MOTYT CUMTAThCSl 9K30TEPMUYECKUMMU, HO MIPECTABU-
TeJIU ABYX TPMAcOBbIX Kjaa Teparcun (Lystrosauridae +
+ Kannemeyeriiformes n Eucynodontia) umenn sH-
JIOTePMOITIOAO0OHYIO TEPMOPETryIsILuIo; 2) Mo Kpali-
Heli Mepe MPOABUHYTbIE TEPUOAOHThI — LIMHOJOHTHI
U OULUHOIOHTHI (M3 M3BECTHBIX U UCCJIEMOBAaHHBIX
TPYMIT TEpariCyul) — MOTJIM 00JIaiaTh BBICOKOI CKO-
pOCThIO MeTaboau3Ma U OBITh SHIOTEpMHBIMU (Rey
et al., 2017).

OmHaKo eCcIy 3TU TepariCUIbl ObLTN SHIOTEPMHEBI-
MU, TO TeMIIepaTypa MX TeJla MOIJIa OBITh OTHOCH-
TEJIbHO HU3KOM, KaK y OTHOIIPOXOIHBIX MJICKOITUTA-
omux — okoso 30—32°C (Dawson, 1973; Crompton
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et al., 1978; Dawson, Grant, 1980; Eisenberg, 1980),
HO MOTJIa ¥ MOTHMMATHCS A0 YPOBHS IUIalleHTaPHBIX
MJIeKONUTapmuX. BeHIIoM 3TOoro HanpasJIeHUs pas3-
BUTHSI CTAIM UICTUHHO 3HOOTEPMHBIE IJIalleHTapHbIS
MJICKONIUTAOIIME CO BCEMHU XapaKTEPHBIMU IJIsI HUX
CBOICTBaMU.

IIpuBeneHHbIe JaHHbBIE 00 3BOJIIOLIMM CUHATICHU/L
JIal0T BO3MOXHOCTb IpennojaraTb, UTO BaxKHeIee
(GU3NOTIOTNYECKOE CBOMCTBO BCEX 3TUX KUBOTHBIX,
BUIMMO, 3aKJII0YAJIOCh B HEOOXONMMOCTHU 1O Kpaii-
Hell Mepe TMepUoAUYECKM MOBBIIIATH TEMIIEpaTypy
TeJia mpuMepHo 10 30°C unu BhILIE.

2.2. Tuancuowt

2.2.1. Ba3zoBble apxo03aBpbl M apx03aBpoMOpP(dBbI.
OOHUMHU U3 paHHUX 6Aa30BBIX apX03aBPOB ObLUIN CY-
XOMYTHBIE KTEHO3aypUCHUIBI C TEIUIOOOMEHHBIMU
rnmapycaMm Ha CIIMHE. DTU Tapyca CyIIeCTBEHHO
MEHbIIe, YeM y “TIeJImKo3aBpoB”. OHM SIBHO HEIO-
CTaTOYHBI MO pa3Mepy, YTOOBI HAarpeBaTh UX TEJO C
MMOMOIIBIO COJTHEYHON pagMallii, HO BIIOJHE
YCIEIIHO MOTJIW BHIMOJNHATh APYIYIO (DYHKIIUIO —
IMOMOTaTh pacCeBAaHUIO U30BITKOB TeIlIa, IIPOU3Be-
JIEHHOTO OpraHM3MaMM C TIPU3HAKAMU SHIOTEPMUMN.

V 1opcKuxX BOOHBIX KPOKOAUIOMOPGhOB (apXo3aB-
poMopdOB) ObLIM MOBBIIIIEHHBIE TEMIIEPATYPhI TeJa.
Tak, y reneozaBpun (Teleosauridae), Toxoxxux Ha co-
BPEMEHHBIX TaBUAJIOB, TEMIIEpATyphl Teaa ObLU 27—
31°C, a y BogHbIX MeTpuopuHxoB (Metriorhynchi-
dae), HaMmOMMHABIIIMX KPOKOIWJIOB 0€3 OCTeonepM U
JIarl, BMECTO KOTOPBIX UMEJIMCH JIACTHI, a HA KOHIIE XBO-
cTa — IUIaBHUK, TeMreparypbl Tena Obuim 29—37°C
(Séon et al., 2020).

Y npUMHUTHUBHOTO apxo3aBpa a3eHmo3aBpa Azen-
dohsaurus laaroussii, mMeBIIero IInHY 2—3 M, OBITa
BBICOKAsI CKOPOCTh MeTab0JIM3Ma B OKOe. DTO CBOii-
CTBO OBbLIO MEPBUYHBIM COCTOSTHUEM JJIsI KITambl Pro-
lacerta—Archosauriformes, 1 OHO OBIJTO TIPUOOPETEHO
MOCJICTHUM OOIINM TTPEIKOM Kitanbl Azendohsaurus—
Archosauriformes, a Crocodylia craau BTOpUYHO 3K-
ToTepMHBIMU kKMBOTHBEIMHU (Cubo, Jalil, 2019).

Bce 3t maHHEBIe, Kacaromyecs 6a30BbIX apX03aB-
pPOB 1 apXx03aBPOMOP(OB, CBUIACTEILCTBYIOT O TOM,
YTO YK€ B CaMOM Hadyajie CBOETO 3BOJIIOIIMOHHOTO
pa3BUTHS apX03aBPhl UM OTYETIUBBIC MPU3HAKI
SHAOTEPMHON (PU3UOJIOTUN, U Y HUX TIPUCYTCTBOBA-
JI TIOBBIIIEHHBIN a3pOOHBII MeTaGoIM3M U HIO-
TeHHBII TepMOTeHEe3.

2.2.2. SlmepoTta3oBbie quHO3aBpbl. M3ydyeHune n3o-
TOIMHOTO COCTaBa SIMYHOI CKOPJIYIbLI TPOOTOHA
Troodon — HeOOJNBIIOTO, CTPOMHOIO, IBYHOTOTO
SIIEpOTAa30BOr0 JMHO3aBpa 2—2.4 M B JUTMHY, OKOJIO
1 M B BeICOTY, BecoM 110 50 KT — moKasajo, 4To sSiila
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dopMUpoBaNMCh y HUX IPU TeMIepaType Tejia Mmpu-
MepHo 38°C (Bi et al., 2020). DTo BEICOKAsI TeMIIepa-
Typa Tella, CXOOHas ¢ TeMIIEpaTypaMy MHOTUX COBpe-
MEHHBIX TITULL. Y OBUPANTOPHI, KOTOPbIE TOCTUTAIU
2 M B IIMHY 1 Becyi okoio 40—50 xr, TeMIiepaTtypa
Telta 6611a okoo 32°C (Eagle et al., 2015).

Y MHOTUIX SIIIIEPOTAa30BBIX TATAHO3aBPOB TeMIIepa-
TYpBI Tejla TaAKXKe 0Ka3aJIUCh JOCTATOYHO BBHICOKHUMMU.
Tak, y opaxuosaBpa Brachiosaurus brancai, nnmHOI
18—21 m m Becom 30—38 T, 3apuKcrmpoBaHa TeMIiepa-
Typa tena 38.2°C, y numuionoka Diplodocinae, piu-
Hoii 30—35 M m Becom oT 20—50 mo 80 T, TeMmiepartypa
Tena okasanach 33.6°C, a y kamapasaBpa Camarasau-
rus 1o 23 M mHH 1 47 T Beca — 32.4—36.9°C o pas-
HbIM oco0sMm (Eagle et al., 2011).

TemmiepaTypa Tena TUpPaHHO3aBPOB ITyrannosaurus
rex, nnHOM 1o 13 M 1 Becom 1o 9.5 T, TakKKe oKa3a-
Jack HeMHoro 6ombie 30°C (Barrick, Showers, 1994,
1999). Ilpu »TOoM TemmepaTypbl MO3BOHOYHUKA U
6epLOBOIT KOCTH Y HUX OTIMYAJINCh He 6ojiee YeM Ha
4—5°C. Ilo MHeHHMIO HccaeIoBaTeaei, HeOOIbIIas
pa3HMILIa B TEMITepaType TYJIOBUINA U KOHEYHOCTEM
TOBOPHUT O TOM, YTO TUPAHHO3aBP MOAAEPKUBAJ MO~
CTOSTHHYIO BHYTPEHHIOIO TeMmepaTypy Tejia, T.e.
GBI TOMOMOTEPMHBIM, U YTO €0 YPOBEHb MeTabo0-
JIn3Ma ObLI CPEIHUM MeXOy MeTabOoIM3MaMM XO-
JIOMHOKPOBHBIX PENTUINI U TETJIOKPOBHBIX MJIEKO-
nuratomux (Barrick, Showers, 1994, 1999). Tem He
MeHee HEKOTOpBIEe UCCIIeIOBaTeIM CUNTAIOT, YTO TH-
paHHO3aBp ObLI MONKUIOTEPMHBIM, XOTS U C BBICO-
Koii Temnepartypoii Tena (Millard, 1995).

2.2.3. IlTunera3oBbie auMHO3aBpbl. SIuHast cKop-
JIyIia TITULIETa30BbIX YTKOHOCHIX TMHO3aBpOB Maiia-
3aBpoB Maiasaura 13 pa3HBIX TeoTpaUIeCKUX TOYEK
nMena temmnepatypy 36—44°C (Bi et al., 2020). Maiia-
3aBp — ITHUILIETA30BbII JUHO3aBP IJIUHOM OKOJIO 9 M,
BBICOTOI 2—3 M 1 BeCOM 0K0JI0 4 T. YpOBEHB €T0 TeM-
neparyphl elle Oike K TeMrepaTypaM SHIOTEPM-
HBIX JKUBOTHBIX, YeM Y OBUPAIITOPOB.

CTouT TakKKe YIOMSHYTh 00 MMEIOIINXCS TaHHBIX
O TOM, YTO Y OJHOTO 13 IITULIETA30BbIX TMHO3aBPOB B
IPyIHOM KJIETKE 0OHAPYKMJIOCh OKaMeHeBIlIee o0pa-
30BaHlE, B KOTOPOM HEKOTOpPbIC aBTOPHI OMO3HAIU
YETBIPEXKAMEPHOE CEPALE, XapaKTEPHOE IJII SHIIO-
TEPMHBIX TITUL U MJICKOMUTAIOIINX, HO HE BCE yue-
Hble 3TOT BhIBOom mpusHaioT (Fisher et al., 2000;
Rowe, McBride, 2001, u op.).

JduHOo3aBpbl 4acTO MMENIU CpEeOHUE U KPYITHbIE
pa3Mephl, Opoii — OYEeHBb KpyMHHbIe. B CBSI3M ¢ 3TNM,
KakK MBI YKa3bIBallu paHee, MOBHIIATh TEMIIEPATypy
TeJla TIOCPEICTBOM IOIMOJHUTEIbHBIX TEIJI000MEH-
HBIX paaTOPOB Ha TeJIe C IOMOIIBIO COTHEYHOM pa-
VAN I HUX ObI0 Hed(hPEKTUBHO U HELIEIIECO-
o6pasHo (Gould, 1998). I1o Bceit BUIUMOCTHU, IIPUH-
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LUIBI OPTAaHU3ALIMA TePMOOUOJIOTUUECKOM chephl y
JIUHO3aBPOB CBOIWINCH K TOMY, YTOOBI B OOJIBIIICH
CTeTIeHU DHAOTE€HHBIM MyTeM HNOTHUMATb U MOIIep-
KMBATh BHICOKYIO TeMITepaTypy TeJa.

2.2.4. IItepo3aspsl. JleTarolue sIepol ITEPO3aB-
pBI UMEJT pa3MaX KpbUIbeB OT 25 ¢cM 10 MHorma 13 M.
OHM oOMagaii MaIlyIIUM W TapsiiouM ITOJIETOM,
Gyraromapst O4eHb CHJIBHBIM MBIIIIIAM KPBUTEEB, KOTO-
phIe UCITOJIB30BAIMICh MU U JIJTS TIOJIeTa, W JUTS TIepe-
IBIDKEHUS Ha YeThIpeX KOHEYHOCTSIX 110 3emute (Witton,
2013).

V nTepo3aBpoB Ha KOXe OBIJIM BOJIOCOMOIOOHBIE
HUTU — TUKHOGMUOPHI, MOXOXHE JUOO Ha IIEPCTh
miuekonuTapux (Kellner et al., 2009), 1160, 1 naxe
oousee, Ha myxoBble nepbs nTull (Witton, 2013). DTo
00CTOSITEJIbCTBO HATAJIKUBACT HA MBICJIb O TOM, UTO Y
HUX, CKOpee Bcero, Obljia OTHOCUTEJBHO BbICOKAs 1
IMOCTOSTHHASI TeMIIepaTypa Tejia, KOTOPYIO UM HY>KHO
OBLIIO TIOAAEPXKUBATh, T.€. BHYTPEHHMIA KOHTPOJb
WHTEHCUBHOCTH OOMEHHBIX ITPOLIECCOB, KaK Y COBpe-
MEHHBIX IITUL U MJIEKOoTIUTaoIuX. [Toxoxe, 4To OHU
JIEeCTBUTEIbHO MOTIJIA OBITh TETIJIOKPOBHBIMU KM-
BOTHBIMHU. Ha BO3MOXHYIO TeTIJIOKPOBHOCTD YKa3bI-
BaeT U OOMJIBbHOE KPOBOCHAOXKEHME KOCTEM, MOJ00-
HOE TOMY, UTO HabJTI0AaeTCsl Y TETUIOKPOBHBIX TITULL U
miekonuTamiumx (Bouver, 1977; Steel, 2008, u np.).

2.2.5. Mopckue smepbl. UXTHO3aBpbl U MJ1€3U0-
3aBpBI UMeNI TeMnepaTyphl Tejia ~33—40°C (Billon-
Bruyat et al., 2005; Motani, 2010, u 1p.), a MOpPCKUE Jie-
nMmo3aBpbl Mo3azaBpbl — ~35—39°C (Bernard et al.,
2010; Harrell et al., 2016, u op.).

2.3. Anancuobi

OO0 3BOJIIOLIMOHHON TEPMOOUOJIOTUU aHAIICUI, K
KOTOPBIM 13 COBPEMEHHBIX TPYII PENTUINil OTHO-
CST TOJIBKO Yepenax, MPpakKTUYeCKd HUYETro He W3-
BECTHO. TepMoOMoOJorusi 4eperax TOXe W3yYeHa
KpaitHe HegocTatouyHo. Ha Haiu B3misia, mpobiaema
3aKJII04aeTCsl B TOM, YTO WCCJIENOBATEIN U3y4aloT U
OMUCHIBAIOT UX TEPMOOUOJIOTUIO B paMKaxX TOU ke
CXEMbI, UTO U TEPMOOMOJIOTUIO COBPEMEHHBIX Ye-
HIyiyaThiX — siiepull 1 3Meil. Ho mo umeroimmcs
HEMHOTOYMCJIEHHBIM JaHHBIM CO3[AeTCsl BIIeYaTiie-
HUE, YTO OpTraHu3alus TepMOOMOJIOTUYECKOU chephI
y JICTIMJ03aBPOB U aHAICUJ MOXET ObITh pa3jinyHa,
MpUYEM PA3INYaATbCSI OHU MOTYT IOCTAaTOYHO CUJIBHO
(Yepnun, 2014). [Ins mojydeHUs1 JOMOJTHUTEIbHOMN
nH@opMauu TpedyeTcs OOJbIIO 00beM HayYHBIX
UCCIIETOBAHUNA.

2.4. Hexomopuie donoanumenvHvle paccyicoeHus

HexkoTtoprle npeBHUE peNTUIINEIIONOOHBIE SIIIEPHI
13 CUHAIICU]l M TUATICUIHBIC PENTUINM UMEJIA HA Ty~
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JIOBUIIAX 00pa30oBaHUS B BUAE MapyCOB, IPEACTABIIS-
IOIIMX COOOM PsII CMIBHO YIJIMHEHHBIX OCTUCTBIX OT-
POCTKOB CITMHHBIX [IO3BOHKOB C HATSIHYTOM Ha HUX KO-
Xell, W [Opyrhe  yBEIWYMWBAOIIWE  TUIOIIAAb
MOBEPXHOCTH TeJla “KOHCTpyKIn”. Cpenn CUHATICHUI,
TaKMMH TIapycaM® o0Jamajiv, HallpuMep, “TeTnKOo-
3aBphlI” — 31ad03aBPHI, IMMETPOIOHBI, KTEHOCITOH-
oyl v ap. Cpeay ouarncu rmapyca UMeEJNCh Y KTe-
HO3aypUCLI U CITMHO3aBPOB, a HA CITMHAX CTEr03aB-
pOB  pacmojaraiyichb BBIPOCTBI U3  OOUIIBHO
CHAOXEHHOI GOJBIINM KOJIMYECTBOM TOHKHX COCY-
noB KocTHoM TKaHM (Hayashi et al., 2012). beutu nu-
HO3aBpbl U C IPYTUMHU YBEIUYUBAIOIINMU TJIOIIATb
MOBEPXHOCTU Tejla 00pa3oBaHUSIMHM — HaIpuMep,
OOJTBIION KOCTHBIM BOPOTHUK M “pora” y TpHliepa-
TOIICOB.

Pomep (Romer, 1948) mepBbIM NpeaNOIOXMUIT, YTO
rnapyca Ha CIIMHax y “NeJIMKO3aBpOB” MOIVIA OBITh
MpegHa3HadYeHbl MMEHHO [JIsi TEPMOPETYIISLIVN.
bpamBenn n ®@emnrert (Bramwell, Fellgett, 1973)
onpeneInin, 4To eciiv 250-KnjIorpaMMOBBINA IUMET -
ponoH Dimetrodon grandis, UMEIOILIWIA, TIO UX pacye-
TaM, MIPUMEPHYIO IJIoIIaab OOKOBOI MPOEKIIUU Tea
1.88 M2, u3 kotopeix 1.15 M? mpuxoguTCcsa Ha Mapyc,
PACIIONIOXUTCI MEPIEHINKYISIPHO COJTHEYHBIM JTy-
yaM, TO OH pa3orpeBajics 0nI ¢ 26 1o 32°C 6e3 rapyca 3a
205 MuH, a ¢ TTapycoM 3a 80 MIH.

Bce “nienvko3aBpbl” ObUIM OTHOCUTEIBHO HEKPYTI-
HBIMU JKUBOTHBIMU, JUIMHOM OT 1 10 6.5 M. HarpeBanue
Ha COJIHIIE MX TeJI ACHCTBUTEIBHO MOIJIO YCKOPSITHCS
3a CYeT yBeJIMYCHUS IJIoIaau HarpeBa. Takum mpu-
€MOM ITOJIb3YIOTCSI 1 COBPEMEHHBIE MEJIKME IIPECMbI-
Kalolrecsl — raglfoKOBEIE 3ME€U 1 araMOBEIC SIIIEePY-
bl “pacIUTIIONIMBAIOT” TEJI0O B AOPCO-BEHTPAJIbHOM
HamnpaBJIECHUU U PACIIONaraloT ero nepueHaIuKYJISIpHO
cojiHeyHbIM Jtydam (YepauH, 2014).

MHorue KpyIHBIE II0 COBPEMEHHBIM MepKam
sAmepulbl (HampuMep, BapaHbl, BIUIOTh OO CaMBbIX
OOJIBIINX M3 COBPEeMEHHBIX — Varanus komodoensis,
pa3Mepbl KOTOPBIX CXOOHBI C “IIeMKo3aBpaMu’”’, W
OoJiee MEJIKUX BUIOB — V. griseus) UMEIOT TEMIIEpaTy-
py TeJia B IpUpoe MpUMEPHO B nuara3oHe 34—38°C
(Uemmapuyc u np., 1991; Harlow et al., 2010, u ap.)
BIIOJIHE OJIarOMOJIYIHO XKWBYT M NPOIBETAIOT O€3
KaKUX-JI100 MOIOJHUTEIBHBIX MOP(MOIOrnIeCKUX
CTPYKTYp, YCKopsionux HarpeBaHnue. Ilo Hamemy
MHEHHIO, OIHO3HAYHAas “HarpeBaTenpbHass”
TPUIMHA TTOSIBJICHUS 1 Pa3BUTHUS “TeIIOOOMEHHBIX
panguaTopoB” y “IeIMK03aBPOB” 1 JIPEBHUX PENTH-
JIni (IT0Ka Mbl TOBOPUM TOJIBKO O XKMBOTHBIX MEJIKHX
U CPEIHMX Pa3MEPOB) MOXKET BbI3bIBATh HEKOTOPHIE
COMHEHMUS U, O KpailHEN Mepe, HE UCUEPITBIBAET UX
BO3MOXHBIX ¢pyHKIMMK. He nckmodyeHo, 9To B orpe-
JIEJICHHBIX CUTYalIUsIX UX (PyHKIIMU MOTJIM OBITh pa3-
JIMYHBIMHU: B TIPOXJIATHBIX YCIOBUSIX 3TU PaauaTOPhI
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MOTJIM VICITOJIB30BAThCSI B KAUECTBE HOITOJHUTEIb-
HBIX UCTOYHUKOB BHEIITHETO TEeIia, a B KapKUX —
CITY>KUTh MHCTPYMEHTOM OTHAYU U3O0BLITOUHOTO TEIl-
JIa, TIOJIy4YEHHOTO TIPU ¢J1a00 KOHTPOJUPYEMOM BHI-
COKOM YpPOBHE TepMOTreHe3a.

HTak, TeopeTUUeCK BO3MOXHO UCITOJIb30BaHUE
TEeTJI000OMEHHBIX CITMHHBIX MIAPYCOB IJIsI HArpEeBaHUS
TeJla OT COTHEYHBIX JTy4Yeil Y TAKUX OTHOCUTEIBLHO He-
KPYITHBIX 3KTOTEPMHBIX XUBOTHBIX, KaK “TIEIUKO-
3aBpHI”. A KaK MOTYT OOCTOSITh Jejia Y KPYITHBIX XK1 -
BOTHBIX?

ITo pacueram psina ucciaenoBareneii (Gould, 1998,
U 1p.), y IMHO3aBPOB BecoM OKoJo 10 T I IOBBIIIIe-
HUS TemItepatypsbl Tesia Bcero Ha 1°C (!) mpu HarpeBa-
HUM MPEUMYIIECTBEHHO 3a CUeT MHCOJSILUN C TIOMO-
IIbIO TAPYCHBIX 00pa30BaHUil Ha CIIMHE MOTpeOOBa-
JIoOCch ©Obl 86 Y HENpepbIBHOIO IpeObIBaHUS Ha
coJtHIIeneKe. A HEKOTOphIe CITMHO3aBphl, HAIIpUMep,
mocturanu 17 M B HY 1 Beca okoJio 13.5 1. IToaTo-
MY PETYJISIPHO HarpeBaThCs C TTOMOIIBIO ITapyca 1o
Temreparypbl, Ha 10—15°C mpeBbIlLIAIONIE TEMIIE-
paTypy Bo3ayxa, TaKOMY KPYITHOMY SKMUBOTHOMY B pe-
aTbHOM KJIMMaTHYeCKOil 00CcTaHOBKe, IIpH 24-9aco-
BOM IIPOJOKUTEIBHOCTH CYTOK M KaIlpr3aX IMOTOIbI,
OBLI0 ObI MPAKTUYECKU HEBO3MOXHO.

CrenoBaTebHO, UCIIOJIb30BaHME Mapyca Ha CITU-
He B KaueCTBe JOIOJHUTEIbHOTO UCTOYHUKA Harpe-
Ba C TTOMOIIBIO MHCOJSILIMU Y SKTOTEPMHBIX XUBOT-
HBIX CpeIHe-KPYIMHBIX U KPYITHBIX pa3MepoB Ha Jelie
HeIOoCTaTO9HO 3(P(PEKTUBHO W MAaJIOBEPOSITHO, a Yy
KMUBOTHBIX CPEIHE-MENIKUX U MEJKUX pa3MepoB —
(GYHKIIMOHAJILHO ONMpaBAAaHO U TEOPETUYECKH BO3-
MOXHO.

Ha nam B3m1ga, odeHb 3P(MEKTUBHO CITMHHBIC
napyca MOTYT BBITIOJHSITh (PYHKIIUIO OTIAYM, pacce-
WBaHUS M30BITKOB TEIla, MIPOU3BEIECHHOIO XUBOT-
HBIM BHYTpu opranusma (Yepmun, 2017, 202la,
U Ip.). DTO HE YHUKAJIbHAsI CUTyallusI — TaKUM IIpU-
€MOM, T.€. YBEJIMUYCHUEM TJIOIIAIN Teja, CIIOCOOHO
3¢ HEeKTUBHO OTIABAaTh TEIIO, IOJL3YIOTCI MHOTHE
JKMBOTHBIE: TICOBbIE BLICOBBIBAIOT SI3HIK; Y Ka3yapa Ha
roJIOBE UMeeTCs TpeOeHb, KOTOPbIil TPU ITOBLILIEHUN
OKpyXalollleil TeMmnepaTypbl CUJIBHO HarpeBaeTcs 1
pacceuBaetr Terio (Eastick et al., 2019); Takyro ke
(yHKIIMIO HeceT 1 0010 KJTIoB TykKaHa (Ven et al.,
2016), u T.i. (Yepaun, 2021a). EcTb naHHBIE O TOM,
YTO KOCTHBIE BBIPOCTHI Y PACTUTEIBHOSIAHOTO TPUIIE-
patorica ( Triceratops, N3 NTULIETA30BbIX IMHO3aBPOB)
UTpaay CYIIECTBEHHYIO POJIb B TEPMOPETYJISILINH,
OCOOEHHO B PETYJISLIMU TeMIIEpaTyphbl MO3Ta, a Yepes
KOCTSTHOM “BOpPOTHMK” IIIEJ OYE€HBb CYIICCTBEHHBIN
TeruioBoii moTok (Barrick et al., 1998).

AHaJN3 UMEIOLIVXCSI B JIMTEpaType MaTepuajioB
OPUBOOUT K 3aK/IIOUEHMIO, YTO MHOTHE OpPEeBHUE
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KPYITHBIE PENTIIMEIION00HEBIE SIePhl U TUHO3aBPhI,
Ha TYJOBUIIIAX KOTOPHIX UMEIMCH CIIELIaIbHBIE 00-
pa3oBaHMs, yBEJIMYMBAIONINE ILIOMIAIbh ITOBEPXHO-
cTu (COMHHBIE Mapyca y SIIepoTa30BbIX CITMHO3aB-
POB, KOCTHBIE BEIPOCTHI U3 T'y04YaTOi, CUJIBHO BACKY-
JISIPU3MPOBAHHON KOCTM Ha CHMHAX NTUIIETa30BBIX
CTEr03aBpOB M JIP.), MOIVIM 00JIafaTh ITOBBIIIEHHBIM
MeTa00IM3MOM, MHTEHCUBHOI 3HIOTeHHOM, HECO-
KpaTUTEIbHON TEIJIONPOAYKLIMEN U BBICOKOM TeM-
nepatypoit teaa. OgHaAKO B cirydyae HEKPYITHBIX “TIe-
JIMKO3aBPOB” MOXHO IIPEeAIioiaraTh TakKKe U TO, YTO
OHHU HCIIOJIb30BAJIM I1apyca ABOSKO: IIPU HEOOXOmM-
MOCTH WJIM HarpeBaTh C MX IIOMOIIIBIO TEJIO, MM pac-
cenBaTh M30BITKY IIPOU3BEASHHOIO BHYTPHU TEJIa TEII-
na (Yepmun, 2021a).

Hanuune TermiooOMeHHBIX MapycoB Yy “IEeIUKO-
3aBpPOB” MOXET TOBOPUTH U €llle 00 OJHOM BaKHOM
obcTosTeNbcTBE. BHE 3aBUCUMOCTHU OT TOTO, OBLIIO JIU
OCHOBHO#1 (DyHKIIMEll UX MapycoOB HarpeBaHue Tejia
MOCPEICTBOM TEMJOBOTO COJTHEYHOIO M3IYyYCeHUs
WJIM pacCeMBaHUe NM30BITOYHOTO BHYTPEHHETO TeIlIa,
caMoO HaJIM4ue TaKMX MapyCcoOB aBTOMaTUYECKU O3Ha-
YaeT, YTO JaHHBIM XXUBOTHBIM (T.€. YK€ “IeJIMKO3aB-
paM”) ObLIO HEOOXOAMMO TEM WJIM UHBIM CIIOCOOOM
MOBBIIIATH TEMIIEPATypPy CBOETO Tejla 10 JOCTATOYHO
BBICOKOTO YPOBHS 1 MOMIEPXKMBATh €€ Ha 3TOM YPOB-
He. Jlpyrumu cioBaMu, B 0a3MCHBIX CBOMCTBAxX IpyIl-
Tbl, 3BOJIIOLIMOHHOE Pa3BUTHE KOTOPOI IPUBEIO B
JaJibHEeHIIIeM K TOSIBJCHUIO BBICIIMX SHAOTEPMHBIX
SKMUBOTHBIX — MJICKOIIMTAIOIINX, JeXajla HeoOX0oau-
MOCTb METb ITOCTOSTHHO BBICOKYIO TEMIIEpaTypy Teja.
M MMeHHO 3TO SIBUJIOCHh KaHAIMU3UPYIOIIEl CUIoi B
pa3BuTuM Beel knanpl (YepauH, 2021a, 6).

2.5. Cospemennbie penmuauu

Yy COBPEMECHHBIX peHTI/UII/Iﬁ oTMeyvaroTcst 00a BUaa
OHIOT€HHOTO TEPMOI€CHE3Aa — COKpaTI/ITCJII)HI)Iﬁ 1 HE-
COKpaTI/ITCJII)Hblﬁ.

CriocoOHOCTh TIOBBIIIATH TEMIIEpaTypy Tela 3a
CUET COKPATUTEJILHOIO TEPMOTeHe3a OTMeUeHa B pas-
HBIX CUTyallUsSIX Y PENTUWINM B OCHOBHOM CPEIHUX U
KPYIHBIX pa3MepoOB — WUTyaH, BapaHOB, 4yepemnax u
kpokonuiioB (Benedict, 1932; Galvao et al., 1965;
Hutchison et al., 1966; Brattstrom, Collins, 1972; Fair
et al., 1972; Cloudsley-Thompson, 1974; Johnson,
1974; Dutton, Fitzpatrick, 1975; Smith, 1975; Sapsford,
Hughes, 1978; Bartholomew, 1982; Standora et al., 1982;
Opnos, 1986; Seebacher et al., 1999; Burness et al., 2001;
Legendre, Davesne, 2020). Tak, y KOXHCTOIi MOp-
ckoit uepeniaxu Dermochelys coriacea, camoii 60Jb-
IIOM M3 COBPEMEHHBIX BUIOB uepernax, BecoM g0 700 Kr
(Paladino et al., 1990), ObL1a OIMcaHa TOMEOTEPMMUSI:
OHa CIIOCOOHA TOAACPXKUBATh TeMIIepaTypy TeJla Ha
OTHOCHUTEIILHO ITOCTOSHHOM YpPOBHE — OKoJjio 25°C
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(Greeretal., 1973), yto Ha 18°C BEHILIIE, YeM TeMITepa-
Typa OKpyXKalollleil XOIOOHOM BOAbI, — daxe BO Bpe-
MSI TIIYOOKMX MOTPYKEHUI U aKTUBHOTO TIJIABAHUS B
XOJIOAHO BOJe MU B TIPUTIOISIPHBIX BOJAX IPU TEM-
neparype Boabsl MeHble 5°C (Bostrom et al., 2010;
Kohler et al., 2012). OTa TepMoperyJsiius odoecredn-
BaeTCd OYE€Hb TOJICTBIM U3OJIUPYIOIIUM CIIOEM CYyO-
SMUAEPMANIbHO BaCKYJISIpU3UPOBAHHOM KUPOBOit
TKaHU, aHAJIOTUYHOI XKMPOBOIMI TKAHU KUTOOOpa3-
HBIX 1 JactoHorux (Davenport et al., 2009). Kpome
TOro, B TIepeIHEM M 3aJHEeM IIJIABHUKAX UMEIOTCS
IIPOTUBOTOYHBIE TeruioooMeHHuUKM (Greer et al.,
1973), KkoTOpBIE 0OECIIEUNBAIOT AKTUBHYIO TEPMOpPE-
TYJISILMIO Yepe3 KOHTPOJIMPYEeMOe pacceuBaHe Tell-
Jla B 3aBUCUMOCTU OT TE€MIIEpPATyphl OKpYXKAalOIei
Bonbl (Bostrom et al., 2010) 1 GyHKIIMOHUPYIOT KaK
JIOKAJIbHBII CITOCO0 BO3BpAIllaTh TEILIO, BBIIEISIEMOE
MPU MBIIIEYHOM TePMOTeHe3e BHYTPU KOHESYHOCTH,
U TIpedOTBpallaTh TUIIEPTEPMUIO B OCTATLHOI YacTH
tena (Davenport et al., 2015).

Hannuue sHOOTEHHON TEIUIONMPOAYKINU, GOIb-
IITOTO pa3Mepa TYJIOBUIIA M BBICOKON WHCYISIIIUN Y
KOXXUCTOM MOPCKOI Yepenaxu 0ObSICHSIIOT ITPUINHBI
CBOE0OPaA3HOTO TUTIA TOMEOTEPMUHU KOKHUCTHIX Uepe-
nax (TUTaHTOTEPMUHU ), KOTOpasl Aej1aeT BO3MOXHBIM
COXpaHEHUe TeIlIa B OpraHu3Me, He TpeOysT BRICOKOIT
ckopocTu Metabonuama (Paladino et al., 1990). I'u-
FaHTOTEPMMUSI BIIOCIIEACTBUM ObLIa ONIMCAaHA KaK Tep-
MOPETYJISITOPHBIN MEXaHN3M Y KPYITHBIX ITMHO3aBpOB
(Benton, 1979; Sup, Shine, 1988; Paladino et al.,
1990; Chinsamy-Turan, 2005; Snow et al., 2010; Bur-
ton et al., 2011; Sander et al., 2011; Brashears, De-
Nardo, 2013; Seymour, 2013).

B pasHBbIX cUTyalysIX OIMMCAHbBI TAKXKE U CIIydan
OTYETIUBO MPOSBIISIOIIETOCS, XOTSI HE CIIUIIKOM 3(-
(beKTUBHOTO, HO TEM HE MEHEE HECOKPATHTEIHLHOIO
TepMOTeHe3a y Pa3HbIX BUIOB SIIEPULI, 3MeIl 1 yepe-
nax (Engbretson, Livezey, 1972; Tattersall et al., 2004,
2016; Tattersall, 2016, u op.).

I[II1poko M3BECTHBI TIPOSBICHUS Y PENITUINIA 1O~
gedenueckoil mepmopeeyaayuu (Yepmun, 2014, u op.).
CyTh ee 3aKiIio4aeTcsI B TOM, UTOOBI C TTOMOIIIBIO
BHEIIHUX MCTOYHMKOB TeIUIa PEeaM30BBIBAaTH (DU-
3MOJIOTUYECK HEOOXOMMMBIN CYTOUHBIA PEXUM
TeMIIepaTyphl TeJia U B TeYeHNE HEKOTOPOIO BpeMEeH!
MOIIEPXKUBATh JOCTATOYHO BBICOKYIO TEMIIEPATYpY.

Takmm 0Opa3oM, ¢ OTHOM CTOPOHBI, TEMIIEpaTypa
TeJla COBPEMEHHBIX PEeNTUINK OYeHb CUJIBHO 3aBU-
CUT OT TeMIIEpaTypPHBIX YCIOBUI BHEIITHEN Cpeabl, 1
Y HUX HET BO3MOXHOCTEN 3(P(PEeKTUBHO MEHSITDH €€ C
MMOMOIIBIO SHAOT€HHBIX MexaH3MOB. C OpyTroi cTo-
POHBI, PENITUINU C TIOMOIIBIO MOBEACHUYECKMX peaK-
11it, O1arogapsi BHEIIHUM MUCTOYHMKAM TeTljia, MO~
JIepXKUBAIOT B TE€UEHNE HEKOTOPOTO BPEMEHU HEOO0-
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XOIWMBIi1 ypOBEHb BEICOKOM TeMITepaTyphbl TeJla U ee
CYTOYHYIO TMHAMMUKY.

A 49TO KacaeTcs KPOKOIWJIOB, CYIIECTBYET BIIOJIHE
000CHOBAHHOE TIPEATIOIOXKEHNE O TOM, YTO COBPEMEH-
Hble KPOKOIMJIBI — BTOPMYHO 3KTOTEPMHBIE XUBOT-
HBIE, KOTOPbIE MPOU3OIIUIA OT 3HIOTEPMHBIX TIPEIKOB
(Seymour et al., 2004; Cubo, Jalil, 2019, u op.).

sk

MBI comTacHBI C BBEIBOJAMM psia HCcCemoBaTe-
JIeli, KOTOpble Ha OCHOBE SKCHEPUMEHTAIILHBIX U
JIPYTUX JAaHHBIX YTBEPXKIAIOT, YTO Pa3BUTUE SHIOTEP-
MUM IITUL 1 MJICKOIUTAIONINX HAYMHAJIOCh C YCUIIE-
HUs MeTabom3ma nokos (Bennett et al., 2000, u ap.),
M YTO TETIOKPOBHOCTD ITTUII 3aPOAMIIACD Y SIIepOTa-
30BBIX IMHO3aBpoB (Seebacher, 2003; Amiot et al.,
2006; Grady et al., 2014) unu maxe paHblIe — y nep-
BoHavarbHBIX apxo3aBpoB (Farmer, Carrier, 2000;
Ricqgles et al., 2003; Seymour et al., 2004; Summers,
2005; Gower et al., 2014; Legendre et al., 2016). Mb1
CUMTaeM, YTO BO3pacTaHUE TeMIlepaTypbl Tejda He
OBLIO OE3YCIIOBHO CBSI3aHO C YCUJIGHUEM MHTEHCUB-
HOCTU MeTaboJIM3Ma IOKOosI, HO, CKOpee BCero, ObLIO
ONHON M3 BaXHEUIIMX IPUYUH DSTOTO YCUJICHUS
(Yepnun, 2012, 2017, 2021a, u op.).

B pesynbraTe Bce marepuaibl, IpUBEICHHBIE B
NAHHOM CTaTbe, CBUIETEIbCTBYIOT B MOJb3Y Halllei
TUITOTE3BI O TOM, UTO ABYMSI KJIIOUEBBIMU apoMOpdo-
3aMM IIPU Pa3BUTUU OCHOBHBIX BETBEI B 3BOJIIOLIUN
CHUHAIICUIHBIX U AUATICUAHBIX TIO3BOHOYHBIX KUBOT -
HBIX SIBUJIMCH: a) HEOOXOAUMOCTh U HAITpaBJIEHHOCTh
MEPUOANYECKOTO WM MOCTOSSHHOTO MOBBIIIEHUST U
cTabwiIn3aliy TeMmepaTypbl Tejla [0 IIPUMEPHO
30°C u BbIllle, OPraHU30BAaHHbIE CUCTEMOI peryJisi-
LMK TeMIIepaTyphl TeJia; 0) a BCJIEA U B CBSI3U C 9TUM —
pealbHOE MOBBILIEHUE TEeMIIEpaTyphl Tejla, YPOBHS
0a3aJIbHOTO METa0O0IM3MA 1 SHAOTEHHON! TEIIOIPO-
OyKOUU. MBI cduTaeM, 4YTO MMEHHO 3TO IIOBJIEKIIO 3a
co00Ii BCce manbHeiilee MX KaHAJIM3UPOBAHHOE MOP-
(Go(PU3MOIOrNIECKOe SBOIOLIMOHHOE Pa3BUTHE, TIPY-
Be/IlIee K IOSIBJICHUIO COBPEMEHHBIX “TIOTeHIINAIBHO
TeTJIOKPOBHLIX” penTunuii (Promun, 1939, 1940),
SHIOTEPMHBIX NTUII 1 MiekonuTapmux (YepiauH,
2012, 2017, 2021a; Cherlin, 2015b).

ITo HameMy npeacTaBlIeHUIO, BaxKHeIas xapak-
TepHas yepTa TepMOOUOJIOT MU Y BCEX apX03aBPOMOP-
¢ OB BMecCTe ¢ MOCIIeAOBAaBIINMHY 32 HUMU NTULIAMU,
KaK 1 y 0a30BBIX “IIeTNKO3aBPOB” 1 MOCIETOBABIIINX
328 HUMU TepruoMopdOB M MIIEKOMUTAIONINX, —
CTpeMJIEHWE TOBBICUTh U TIONAECPKUBATh BBLICOKYIO
TeMIlepaTypy Tea.
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3AKJIFOUEHHME

Ha ocHoBe pe3ysibTaToOB aHaIM3a COBPEMEHHBIX
JMaHHBIX O TEMITepaTypax Teja 1 ee peryIsiiuu y pas-
HBIX TPYMIT BBIMEPIIMX U COBPEMEHHBIX KUBOTHBIX
MOXHO CJIIeJIaTh PSIJ BasKHBIX BHIBOJIOB.

C Havana pa3BUTHUS CHHAMCHUI yXe Y 0a30BBIX
“IIeIMKO3aBPOB” IPOSIBUJIACH HAIPaBIICHHOCTh Ha
MOBBIIIIEHNE TeMIIepaTyphl Teda. B mambHeileM B
KJIagax, IIPUBEIIINX K MJIICKOIMUTAIOIINM, Ha YPOBHE
MIPOABUHYTHIX TepaIlCUI — MUHOTOHTOB M OUIIMHO-
JIOHTOB — TTOSIBMJIVICH BBICOKASI, OOJIee VT MeEHEe TT0-
CTOSTHHAsI TeMIIepaTypa Tejla M BRICOKUIT ypOBEHb Me-
Taboym3Ma.

VY auaricun, ¢ TOSBIEHUs U Hadala pa3BUTHS ap-
X03aBpOB, yXe Oblla 3a(hMKCUPOBAaHA BBICOKAST TEM-
reparypa Tejia, CBI3aHHasi MHOTIA ¢ SKTOTEPMUENA, a
WHOTIA C TIOBBIIIEHHBIM YPOBHEM MeTabonu3Ma.
B mipoliecce maiabHEMIIEro 3BOMIOIMOHHOTO Pa3BU-
THSI MPAKTUYECKM BO BceX Kiagax AWHO3aBpPOB, U
MTULIETA30BHIX, U SIIEPOTA30BbIX, ObLIN BHISBIICHEI B
6ObIIIEell TN MEHbIIIEH CTeNIeHU TTOBBIIIIEHHEIE TEM-
nepartypsl Teja ot npuMmepHo 30 go 44°C. I1pu sTom
Yy TUTAHO3aBPOB, MOPCKUX SIIEPOB (MXTHO3aBPOB,
IUIE3M03aBPOB M MO3a3aBPOB) U APYTUX I'PYIIII IIOBBI-
IIIeHWE TeMIIEPATyPHhI TeJia ObLIO OUEBUIHO CBSI3aHO C
MOBBIIIIEHHBIM YPOBHEM METa00IU3MA.

Taxke cTpeMieHHe K MOBBIIIEHUIO TEMIIEpaTypPhI
TeJia SICHO TIPOSIBIISIETCS] MPaKTUYECKHU Y BCEX COBpeE-
MEHHBbIX penTtuauii. IIpy 3TOM KpOKOAWJIBI — BTO-
PUYHO 3KTOTePMHBIE XKUBOTHBIE, KOTOPbIE, BUIUMO,
MIPOU3OIILIN OT SHAOTEPMHBIX ITPEAKOB.
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Evolution of thermobiological status in vertebrate animals.
1. Body temperatures of the extinct and recent reptiles

V. A. Cherlin*

Dagestan State University
Gadzhieva, 43-a, Makhachkala, Republic of Dagestan, 367008 Russia

*e-mail: cherlin51@mail.ru

This is the first part of the analytical review on the evolution of thermobiological status in vertebrates. The
article provides factual and indirect data on body temperatures in many groups of extinct and modern verte-
brates. From the beginning of the development of synapsids, already in the basic pelicosaurs, a tendency to-
wards an increase in body temperature has been manifested. Later, in the clades that led to mammals, at the
level of advanced therapids — cynodonts and dicynodonts — a high, more or less constant body temperature
and a high level of metabolism appeared. In diapsids, starting from the emergence and early development of
archosaurs, a high body temperature had already occurred, being associated sometimes with ectothermia and
sometimes with an increased metabolism. At the same time, in titanosaurs, ichthyosaurs, plesiosaurs and
mosasaurs, and other groups, an increase in body temperature was obviously associated primarily with an in-
creased metabolism level. In the process of further evolutionary development, in almost all clades of dino-
saurs, the increased body temperatures (~30 to 44°C) were revealed in different groups. Also, the tendency to
increase body temperature is clearly manifested in almost all modern reptiles.
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Bropast yacTe aHanmuTHMYEeCKOro 0630pa, MOCBSIIEHHAS MPOUCXOXKICHUIO U 3BOTIOIMOHHOMY Pa3BUTHIO
OTHOILIEHU TO3BOHOYHBIX SKUBOTHBIX C TEMIEPATyPHbBIM, TEIIJIOBBIM (hakTopoM. [IpenyioxkeH HOBBIi Ba-
PMAHT BUACHUS W OMTUCAHUST TEPMOOUOJIOTMYECKUX CTAaTYCOB IMTO3BOHOYHBIX KUBOTHBIX. OCHOBHOI MpH-
3HaK, JieXalll1ii B OCHOBE KJIacCU(UKALIMY TEPMOOMOJIOTUYECKHX CTaTyCOB — (PM3MOJI0rnyecKast Heooxo-
IIMMOCTb TOBBILIATH U TIOAAEPKUBaTh TeMItepaTypy TeJia Boile 28—30°C. [1pu aToM cnioco6 peanuszanuu
3TOrO CBOMCTBA (TOMOI0- MM MOMKUIOTEPMUS, SKTO- UM SHIOTEPMHUS, Opaau- WU TaXUMETa00JI13M)
WMeeT JIMIIb BTOPOCTEIIeHHOE 3HaueHre. XaMWIOTepMUST — TEPMOOUOJIOTUYECKHUI CTaTyC XKUBOTHBIX, IIPU
KOTOpPOM TeMIiepaTypa Tejia 6J1M3Ka K TeMrepaTypaM OKpYy»Karollei cCpeibl, a ee ypOBeHb HaIllpaBIeHHO He
MOIHMMAETCS U He TojiepXuBaeTcs XKUBOTHBIMU Bbilie 28—30°C (pbiObl, ambuoun). [Neumnorepmust —
TEPMOOHOJIOTUYECKUIT CTaTyC KMBOTHBIX, TIPM KOTOPOM TeMIlepaTypa Tejla OOBIYHO BBILIE TeMIIepaTyp
OKpYXalolllei cpeabl, U KOTOPHI MpenycMaTpruBaeT (PU3MOJIOTHIECKYIO HEOOXOIUMOCTD MEPUOINIECKOTO
WJIM IIOCTOSTHHOTO MOBBILLICHUS Y TTOAIepXKaHUsI TeMIlepaTyphl TeJia Bbiiie 28—30°C. OauH 13 BaxKHEH X
MPU3HAKOB MEPBBIX MOSIBUBIINXCS B SBOJIIOLMU PENITUWINIA — TICUTIOTepMUs. Bce SKMBOTHBIE, pa3BUBIIIMECS
B XOJIe JaJIbHEMIIIel 3BOIIOLMY Ha UX 0a3e, ObUIM yxKe IcuioTepMamMu. bpanuMmeraboandeckue ICUiIoTep-
MbI — “TIEJTMKO3aBpbl”’ 1 BCE COBPEMEHHbIE penTWJINK. Me3doMeTabonyecKue TCUaIoTePMbl — MHOTUE Te-
PUONOHTHI, apx03aBpoMOpdbl, IUHO3ABPHI, NTepO3aBpbl. TaxuMeTaboIMYEeCKUe NCUI0TEPMbl — HEKOTO-
phle 3BOJIIOIIMOHHO MPOABUHYTHIE TEPUOTOHTHI (IIMHOMIOHTHI, TUIIMHOIOHTHI) U MITULIETTON0OHbBIE TUHO-
3aBpbl (OBUPAINTOPHI, TPOOMOHBI, aPXEONTEPUKCHI U 1p.), KPYMHbIE MOPCKUE pEenTWiInuU (MO3a3aBphl,
UXTUO3aBPhI 1 TLUTE3M03aBPhl), a TAKXKE HACTOSIIIIME TITUIIBI Y MJIEKOTTMTalomue. OMm1icaHbl HEKOTOPHIE BaX-

HeHllre OMOXMMUYEeCKUe pas3jinyus B obecrnieyeHUU SHAOTCPMUM Y IITUL U MJICKOITUTAIOIIMX.

DOI: 10.31857/S004445962106004X

TEPMOBHWUOJIOTUYECKHUE CTATYCbI

TepMoOHOIOTHYECKMIA CTATYC — TUIT OTHOIIECHMIA
MOP(HOPU3NOTOTNIECKON CUCTEMBI OpraHU3Ma C
TeMIIEpaTypHLIM (PaKTOpoM, Oliarogapsi KOTOPOMY
TeMmIieparypa Tejia XKUBOTHOTO MOXKET OTJIMYAThCS OT
TeMIIepaTypbl OKpyKarolleil cpenbl, (PyHKIIMOHAb-
Hoe 3HayeHWe Hu3koi (<25—28°C) u BBICOKOIL
(>28—30°C) Temmnepatyp B aKTUBHOCTH, 9KOJIOTUU U
$U3NOTIOTNY KUBOTHBIX.

TepMOOHOIOTMYECKUIT  CTAaTyC YYWUTBIBAET MW
BKJTIOYAET B CeOST TUITBI TEPMOTEHHOTO 1 TepMOpETY-
JISLIMOHHOTO CTaTyCOB.

TepMoreHHblii cTaTyc — TUII OpraHU3aLMM TEPMO-
TEHHBIX CHUCTEM OpraHu3Ma >KUBOTHBIX, OIPEHCISIO-
1WA BO3MOXHOCTHU TIPOSIBUTb SHAOTEHHBIN TEpMOTe-
HE3, CIIOCOOHBIN CYIIIECTBEHHO ITOBBICUTH W ITOMIEP-

XKMBaTh BBICOKMII YPOBEHb JIOKAJIbHOII WA OOIIei
TeMIIEPATYPHI TeA.

TepMoperyIsIHOHHBIA CTATYC — TUII OpraHU3aluun
TEPMOPETYJILIUOHHBIX CUCTEM OpraHU3Ma, OIpeje-
JITIOIIUIA  BO3MOXHOCTM TONJIEPXKMUBATh TOT WJIMU
WHOM peXXUM TeMITepaTypbl TeJIa, UCTIONb3YS Pa3aind-
HbIC UICTOYHUKY TeIlIa.

“TenI0KpOBHOCTb — TEIJIOBOE COCTOSTHUE XKMBOT -
HOTO, TIPX KOTOPOM €T0 BHYTPEHHSIS TeMITepaTypa o~
Iep>XKUBaeTCs Ha 3HAYUTEIBHO 6051ee BBICOKOM YPOBHE,
yeM TeMIlepaTypa OKpPYXKaloIle cpembl, KOorma OHO
roaBepraeTcsi BO3ACHCTBUIO HU3KOH TeMIepaTypbl
okpyxartoieit cpenbr” (Glossary..., 2003, p. 103).

“X0JI0MHOKPOBHOCTbh — TEIIJIOBOE COCTOSIHUE KU-
BOTHOIO, MPU KOTOPOM BHYTPEHHSIsS TemIepaTypa
ocTaeTcst 0JIM3KOM K TeMIIepaType OKpyKaloleii cpe-

459



460

IIbI IIPY BO3ICHCTBMY HU3KOM TeMIIEpaTyphl OKpyXKa-
touteit cpeapr” (Glossary..., 2003, p. 79).

Kpome Toro, mig onucaHus TepMOOHOIOTMYECKOTO
craryca pasHbIX T'PYIHIT ITO3BOHOYHBIX >KMBOTHBIX MC-
TTOJIB3YIOTCS U IPYTHE TTaphl TEPMUHOB: 9KTOTEPMHbIE—
SHIOTEPMHBIE, TMONUKWJIOTEPMHBIE—TOMOIOTEPMHEIE,
OpammMeTaboIMIecKne—TaxuMeradommuecke. OmHa-
KO BCE€ WCITONIb3yeMble BapUAHTBI TEPMUHOB, OIpee-
JISTIOIINE Y KJIACCU(ULIMPYIOIINE SIBJICHUS B 00J1aCTU
TEPMOOMOJIOrNYECKOM cephbl B 3BOJIOLUU TO3BO-
HOYHBIX, 0Ka3bIBAalOTCS JOCTATOYHO YCJIOBHBIMHU U,
K COXaJIEeHUIO, HE OTPaXkaloT BaxKHEMIIUX CTOPOH
TEPMOOMOJIOTNY Pa3HBIX IPYIIN KUBOTHBIX.

st TOro 4TOGkI CCTEMa ONMUCAHUS U KJTacCU(UKa-
LI TaHHBIX GMOJIOTMUYECKUX SIBIICHUI cTajga OOBheK-
TUBHOM, HY>KHO OOOCHOBBIBATb IVIaBHBIC TTPUHLIMIIHI,
Ha KOTOPBIX MPOUCXOOUT pasiesicHue U Kiaaccudpu-
Kalusl SIBJIEHUM B 0OOJIaCTU TEPMOOMOJIOTUU, BaxX-
HelIne MpU3HAKU, JIeXKalllie B OCHOBE OpTraHM3a-
LM TEPMOOMOJIOTNYECKOi chephbl Y MO3BOHOYHDIX.
AHaJM3 MOKa3bIBaeT, UTO TAKOM MIABHBIM MPU3HAK
€CTb, M 3TO — (PU3UOJIOTUYECKAs] HApPaBIECHHOCTb
MO3BOHOYHBIX XXWBOTHBIX Ha ITOBBIIIEHUE U CTAOU-
JIN3ALUIO TeMIlepaTypbl Teja Ha BBICOKOM YPOBHE
(Boie 28—30°C), 4TO MPOMJIIIOCTPUPOBAHO B MeEp-
Boii cratbe (YepmuH, 2021B). UMeHHO 3TO CBOIICTBO
JOJIKHO JIEXXATh B OCHOBE KiaccuUKalu, a IIpuH-
LIMIIBI €T0 pean3aluy OyayT SIBISIThCSI BapUaHTaMU
OoJiee IpOOHOTIO TMoApa3aeIeHMS.

Takum o6pa3om, MBI IpeaaracM BBECTH HOBYIO
STUMOJIOTMYECKU Y HAYIHO BBIBEPEHHYIO M 0O0CHO-
BaHHYIO ITapy TEPMUHOB — “XaMIJIOTepMHU” U “TICH-
JIOTepMUsT”, — OCHOBAHHYIO Ha pealbHO IeUCTBYIO-
IIUX B MPUPOJE OUOJOTUYECKUX 3aKOHOMEPHOCTSIX.

Xamunorepmus (chamilothermia) (rpeu. younAdg —
HU3KMi, OpUN — TErio) — TUIT TepMOOUOJIoTHYe-
CKOTO CTaTyca, Ip1 KOTOPOM KMBOTHBIE UMEIOT TEM-
repaTypy Teljia, Majio OTJIMYAIOIIYIOCS OT TEMIIEPATyp
BHEIIHEI cpenbl, yame Bcero Himke 28—30°C, u He
CTpEeMSITCS HAIIPaBJICHHO €€ MOBHIIIATh. XaMUJIOTep-
MUYECKMMU XKUBOTHBIMU (chamilothermic animals)
SIBJISIIOTCSI PBIOBI M MOJABJISTIONIAS 9acTh aM(UOMii.
VY xaMuIoTepMUYECKMX PHIO, HampuMmep, B CIEIM-
aJIbHBIX 9KCIEePUMEHTAIBHBIX YCIOBUSIX IPpU (DOHO-
BBIX TeMIleparypax Boabl 15—20°C mepmomndecKu
MOXKET IIPOSIBJISITECSI M30MPaATEIbHOCTh YYaCTKOB C
TeMIeparypoii Bonbl okojio 25—28°C (I'onoBaHOB,
2013). Ho Ttakoe wm3OuparenbHOEe, IMEepPUOIUYECKOe
MOBBIIIIEHNE TeMIIEpaTyphl TeJla HAOIIOJaeTCs Y HUX
MMEHHO B 3KCIIEpUMEHTAJIbHBIX YCIOBUSIX U HE SIBJISI-
eTCs1 00s13aTEJIbHBIM IJIsI X CYIIIECTBOBAHUSI.

XaMuIoTepMHUsi C PETHOHAJIbHOM 3HAOTEpMUE. XOTs
y pbIO HAOJTIOMAaeTCSl perMoOHaIbHAsI SHIOTEPMUSI, T.€.
MECTHOE TOBBIIIIEHUE TEMIIEpaTyphbl Tejla B OCHOB-
HOM OJ1aroapsi ABUraTeIbHO aKTUBHOCTHU KPACHBIX

KYPHAJI OBILIEN BUOJIOTUU
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a3pOOHBIX MBIIIII BOKPYT IIO3BOHOYHMKA Y aKTUBHO
IUIABAIONINX TIeJIArMYeCKMX PhIO, WIM OdaxKe 3a CYeT
crnelnruIecKoro HeCOKpaTUTEILHOTO TepMOTreHe3a
mrazoasuraresibHbix  MblL (Legendre, Davesne,
2020; Yepmaun, 2021a), TeM He MeHee CHEIHMATBHBIX
JIEVCTBUIA TI0 CYIIIECTBEHHOMY MOBBIIIIEHUIO TEMIIEpa-
TYPBI TeJIa Y PhIO 1 OOJIBIIIMHCTBA aM(pMOMii He OTMeUe-
Ho. M maxe permoHanbHast 3HIOTEPMHUS PBIO ITO3BO-
JISIeT TIOAHSTh TeMIIepaTypy Tejla BCero Ha HECKOJIBKO
rpaayCcoB BhIIIIE TeMIIepaTyphbl BHEITHEH cpeabl. Tak,
Harnpumep, y omnaxoB (Lampris guttatus) — ot 11°C
(TeMIIepaTypa BoIIbl) 10 MakcuManbHo 13—15°C B oc-
HOBHOM 4Yactu TynoBuma u 17°C B HeGOIBIIOM
Y4acTKe TOJIOBEI BOKPYT IJIA30ABUTATEIbHBIX MBIIIIIL]
(Wegner et al., 2015). YpoBHU MeTab0IM3Ma Y XaMU1-
JIOTEPMOB HaxoAsATcs B rpaHuiiax npuMepHo 0.05—
0.08 mr O,/(T - 9) (Tabn. 1). To ectb cTabwIM3aIIUSI
TeMIIepaTyphl Tejaa (oIpeaeeHHAasI CTeIIeHb TOMOMO-
TEePMHUM) Y HUX €CTh, a BOT O €€ IIoabeMe 1 CTaOuIM -
3auuu B ooactu 28—30°C u BHIIIIE 30eCh HET U PEYU.
XaMWIOTepMUsI ¢ PETMOHAIBHOM 3HAOTEpMUEIA OT-
MeuaeTcsl y aKyJl, CKyMOpUEeBbIX, TYHIIOB, CApPTaHOB,
OITaXOBBIX PHIO.

Ilcunorepmus (psilothermia) (ot rped. Yynidg —
BBICOKMI, O¢pUN — TEIyIo) — TUIT TEPMOOUOIOTH -
YeCKOro CTaTyca, Ipyu KOTOPOM XMBOTHBIE IEPUO-
IUYECKU WIM ITOCTOSSHHO IMOMHUMAIOT U YIEPKU-
BalOT TeMmmeparypy Tejia B npeaenax 28—45°C (ua-
1l BCEro B pa3HbIX OoJiee y3KUX Auana3oHax: ~28—
35,35-39, 36—42, 38—45°C B 3aBUCMMOCTH OT BU-
Jl1a XKMBOTHOT'0; MHOTIA Y PENKUX IPYII 3TOT AUaria-
30H cocTaBisieT 24—26°C, Kak, HalIpuUMep, Y TaTTepui
Sphenodon punctatus (Werner, Whitaker, 1978)). Temmne-
paTrypa Tejia OKa3blBaeTCs XOTs Obl HA HECKOJIBKO Ipa-
JIyCOB BBIIIIE OCHOBHOTO (pOHaA TeMImepaTyphbl OKpY-
Xarouieil cpenpl. [IpuuemM XKMBOTHBIE MOTYT IMMOTHU-
MaTh U yIEepXUBaTh TEMIIEpATypy TejJda Ha BHICOKOM
YPOBHE pa3HBIMHU CIIOCOO0aMM: 1) B OCHOBHOM 3a CUET
repepacrpeae/ieHIs. B TSIJIOBOM OayiaHce Tejla Uay-
IIUX U3BHE TEIJIOBBIX MOTOKOB OJiarofgapsi MOBeIeH-
YEeCKMM peaklUsIM, UJIM 3Ke 2) 3a CYeT U3MEHEHUS
WHTEHCUBHOCTEI MeTaboJin3Ma U BHYTPEHHETO Tep-
MoreHe3a (COKpaTUTEeIbHOIO MJIM HECOKPAaTUTEIbHO-
ro) ¥ TeIUIOOTAA4YH, 1 T.11. [T1aBHOE IJISI IICMJIOTE pMU -
YeCKMX XKMBOTHBIX (psilothermic animals) — mocro-
SIHHBIII WM BpPEeMEHHBIII TIOmbeM U yaepXKaHue
TeMIiepaTyphbl Tejla Ha BBICOKOM YypoBHe (Oojiee 28—
30°C, B ob61eM auamna3oHe ~28—45°C B 3aBUCMMOCTH
OT BUIA).

YT00BI N30€XKaTh HEITOHUMAaHUS U Pa3HOYTCHUIA,
clienyeT ONpPEeNeUTh IS JaHHOTO TEKCTa ITOHSTHE
“HarpaBiaeHHOCTL” . UTak, HanpasrennHocmb Ha NOGbL-
uleHue memnepamypbl meaa — KOMIUJIEKC PeTyIsiTop-
HBIX peakluii, CKOHLIECHTPUPOBAaHHBII Ha TIEPUOAU-
YECKUMA WM MOCTOSHHBIA IMOIBEM U TOAIECPKAHUE
TeMIlepaTyphl TeJia 10 ypOoBHs npuMepHo 28—30°C u
Ne 6
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Tab6muna 1. CraHaapTHBIN OOMEH y pa3HBIX TPYMIT TO3BOHOUYHBIX XKUBOTHBIX

IMoTpebnenue Temnepatypa
KuBoTHEbIE Bec tena () P OKpYyXaroIei WcTouHuk
02 MF/(I" : !{) o
cpenbl u tena (°C)
Pr10BI
Kapacs, Carassius 33 0.077 15 Beamish, Mookherjii, 1964
ConHeuHUK, Lepomis 30 0.06 20 IMpoccep, 1977
Kapn, Cyprinus 146 0.067 20 IMpoccep, 1977
Hororenust, Notothenia 200 0.056 0 Ralph, Everson, 1968
AMbudun
Ambucroma, Abystoma 13.4 0.075 14 ITpoccep, 1977
Jlarymka, Rana 32 0.055 15 ITpoccep, 1977
XKaba, Bufo 61 0.052 15 ITpoccep, 1977
Pentunuu

Huwepuybot
CuuHk, Lygosoma 1.5 0.295 30 Hudson, Bertram, 1966
O1wueifHUKOBasg UryaHa, 30 0.2 30 Dawson, Templeton, 1966
Crotaphytus
Bopomnaras arama, Amphibolurus 373 0.14 28 ITpoccep, 1977
CrenHasg arama, 40 0.38 40 YeranoB u ap., 2014
Trapelus sanguinolentus
TakbIpHasi KpyrjiOroJioBKa, 6—7 0.42 30 YertaHoB u ap., 2014
Phrynocephalus helioscopus 0.54 40

3meu
KOxHOamMepuKaHCKMii yiasB, 3270 0.018 20 Galvao et al., 1965
Epicrates cenchria
OOBIKHOBEHHEIN YK, 84 0.07 16 ITpoccep, 1977
Natrix natrix
Kpokodunwi

Annurarop, Alligator 49000 0.079 28 IMpoccep, 1977

Yepenaxu
PacriucHas yepemnaxa, 100—300 0.031 18 ITpoccep, 1977
Chrysemys picta
VYKpalleHHasl yepenaxa, 150—350 0.08 24 IMpoccep, 1977
Pseudemys

TITuner

Koaubpu
Konubpu-cenachopyc, 3.0 4.0 - Lasiewski, 1963
Selasphorus

Bopobvunoobpasnuie
3eOpoBasi amaaunHa, 11.7 3.28 — IMpoccep, 1977
Taeniopygia guttata
Bopo6eii nomoBoii, 25.0 3.53 - Hudson, Kimzey, 1966
Passer domesticus
Bopo6eii Xappuca, 33 4.1 — Dawson, Tordoff, 1959
Passer melanurus
JKYPHAJI OBLLIEM BUOJOTUU  Tom 82 Ne 6 2021
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Taomuua 1. OxoHuaHue
Temnepartypa
KuBoTHEbIE Bec Tena (1) Horpebaerue OKpWKSIOU};Eﬁ WcTounuk
O, Mr/(r - 1) o
cpenbl u Tena (°C)
Apyeue nmuybi
BoaHucTelii monmyraituuk,
Melopsittacus undulatus
(B mokoe) 30—40 4.5 — Tucker, 1973
(B aKTUBHOCTH) 21.9 -
IMepenen, Coturnix 97 2.06 - ITpoccep, 1977
Kypuua, Gallus 2000 0.43 — IMpoccep, 1977
DMy, Dromaius novaehollandiae 38300 0.023 — Campbell, 1970
Muekonuratoiye
Menkue maekonumarouwjue
3emMiiepoiika, Sorex 4.8 7.40 — Hawkins et al., 1960
HomoBast mbltb, Mus musculus 25 1.65 - Brody, 1945
Pwrxast noneska, Myodes glareolus 21.7 2.27 — IMpoccep, 1977
OOBIKHOBEHHAsI MOJIEBKA, 31 2.65 — IIpoccep, 1977
Microtus arvalis
Maekonumaroujue cpednux
pazmepos
Kponuxk 2700—3700 0.55 — Tlpoccep, 1977
Komrka 3000 0.45 — Benedict, 1938
Cobaka 10000 0.36 — IMpoccep, 1977
babyun, Papio cynocephalus 17000 0.49-0.6 — ITpoccep, 1977
TroneHp 26000 0.59 — Andersen, 1966
Kpynnoie maekonumaroujue
Osna 46800 0.25 — IIpoccep, 1977
CBUHbBSI 48000 0.35 - IMpoccep, 1977
YemoBek 70000 0.21 — Brody, 1945
Henvhun 170000 0.22—0.34 — Andersen, 1966
Cion 3833000 0.07 — Brody, 1945
Jlemyuue moiuiu
TpyOKkoHOCas1 JieTy4yasi MbIlIb, 28.2 1.43 — Bartholomew et al., 1970
Nyctimene
Oodnonpoxoouble, cymuamoie
MaeKonumarouue
Exunna, Tachiglossus 3800 0.22 — ITpoccep, 1977
Mautblif MeIIoT4aThIi MPHITYH, 15.2 1.8 — Bartholomew, McMillen, 1961
Perognathus longimembris
['pebHexBOCTas cymyaTasi MbIIilb, 22.1 1.53 — Lord et al., 1962
Dasycercus

BhIlIE. DPPEKTOpaMHu 3TOTO PETYIITOPHOIO MeXa-
HU3Ma MOTYT BBICTYNATh IPOU3BOJbHbBIC MOBEICH-
YecKHe peaKInM, a TakKXKe peakIIny, N3MEHSIONIe
ypOBeHb TepMOMeTaboau3mMa. Kpome Toro, ata Ha-
MMPaBJIEHHOCTDb MOJKHA MMETh MOoa co00i BIOIHE

KYPHAJI OBILIEN BUOJIOTUU

OIIpENEIEHHBIN, CIIEUATbHBINA PETYJISITOPHBINA Me-
XaHU3M B LIEHTpaJIbHOI HepBHOI cucteme. ITposB-
JIEHWS €TO NEWCTBUS BITIOJTHE OYEBUIHBI, HO CaM OH, K
COXAJIEHUIO, TIOKA HE OonucaH. TeM He MeHee UMEH-
HO BO3HMKHOBEHME B 9BOJIIOLIMU (Ha 3Tare MnosiBie-
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HUS PEeNTUJINI) STOTO PETYISITOPHOTO MEXaHM3Ma,
IEeCTBHE KOTOPOTO HAIIpaBJICHO Ha TOBHIIICHUE
Temreparypsl Tena g0 28—30°C u Bbillle, KaK pa3 u
SIBJISIETCSI, HA Halll B3IVISII, TEM CaMbIM KJIIOUEBBIM
apoMop¢h030M, MMPEBPATUBIIIMM PENTWINNA U UX TTO-
TOMKOB B IICWJIOTEpMOB. UIMEHHO ITOSTOMY HMMeeT
CMBICJI TOBOPUTDH O TOM, YTO TICUJIOTEPMUS — 3TO Ha-
NMpaBJIeHHOCTh Ha MOBLIIIEHWE TeMIepaTypbl Teja
(MMEHHO B 3TOM 3aKJtouaeTcs apoMmopdo3), a He caMm
¢akT MOBBIIIEHUS TEMIIEPATYPbI, KOTOPHIi SBJISIETCS
JIVIITb CIIEICTBUEM, TIPOSIBICHUEM NEeCTBUS yKa3aH-
HOTO apoMOpGHOTO MeXaHU3Ma.

B cBoe BpeMsi Mbl ONMCBHIBIM MpeEAIiojaraemMyto
OpPraHU3alUI0 TEPMOPETYJISIIMOHHBIX peakluil y
pBIO, ampuobuit u pentwiuii (puc. 1; Yepaun, 2014).
B cBs13u ¢ paccmaTtpuBaeMoii mpo0biieMoii oOparaet
Ha ce0s1 BHUMaHue Ne 2 Ha puc. 1 — nposiBjIeHHue pe-
aKIIMM Ha MaKCUMM3alLMIo Temriepatypsl tenaa. Co-
3maeTcs BHeYaTJeHue, YTO TOrAa Mbl 0OpaTUIv BHU-
MaHHe Ha peaklMIo, KOTOpasl Kak pa3 U MOXET OKa-
3aThCsl MPOSIBIGHUEM CyTU Ticujaotepmuu. Kpome
TOTO, C MOSIBICHUEM HOBBIX MaTEpUAJIOB U C HOBBIM
WX OCMBICJIEHUEM HaM KaxXeTcsl, YTO 3Ta peaKlivs
OblIa HAMM OIIIMOOYHO yKa3aHa JUIsI peIo 1 aMpuonit
(BO BCSIKOM cilydae, IS OONBIIMHCTBA amM(puOuii).
bonee moapoOHBII pa360p TOTO, B YeM COCTONUT U KaK
MposiBJIsieTcsl U3bMpaHue Temneparyphbl y pbid (I'oso-
BaHOB, 2013, 1 p.) ¥ 3eMHOBOIHBIX (KPOME HEKOTOPBIX
MMyCTBIHHBIX 3Ka0), TTPUBEJT K MBICJIM O TOM, UTO Y HUX, B
OTJINYME OT PENTUIIMIA, peaklivsi MAKCUMU3ALIMU TEM-
neparypbl Tejla MPaKTUYECKU HE TPOSIBISIETCS, U 9Ta
JacTh pUCyHKa (puc. la) K HUIM He OTHOCHUTCS.

Bricokast 1 OTHOCUTENBHO ITOCTOSTHHAS TeMIIepa-
Typa BHyTpEeHHEI CpeIbl TeJia TaeT KMBOTHBIM MHOTO
npeuMyIiecTB. B yacTHOCTH, 3TO CBSI3aHO C TEM, YTO
IIPU BBICOKOI TeMIlepaType IoJaBistioniee OO0Jb-
IIMHCTBO XMMUYECKUX peakIlvii IIPOUCXOIUT OBICT-
pee M ¢ MEHBIIMMM 3aTpaTaMu DHEPIUM; ObICTpee
IpPOTEKAIOT B 3THUX YCIOBUSIX U (DU3MOJIOTUIECKIE
MpPOIIECChl, X IIPOLIECCHI B HEPBHOI CUCTEME, U T.II.
OCco0EeHHO 3TO BaXKHO JJIsl OTPOMHBIX ITO pa3Mepam 1
Macce SIIepOTa30BbIX JTWHO3aBPOB, TUTAHO3aBPOB
(OpOHTO3aBPOB, NUILIOAOKOB, Opaxro3aBpOB U AP.)
navHoi 0o 30—35 M u BecoM 1o 50—80 T 1 naxe 00-
Jiee, OTPOMHBIX CHMHO3aBpoB U T.N. [Ipm HU3KUX
TeMIeparypax Teja (maxe okosiao 25°C) mx OBIUKe-
HUSI, peakKlIM Ha BHEIIHUE pa3apaxuTenu (Iaxke Ha
OMAaCHOCTH), TpeOyIolIre MOPOil OBICTPBIX, CTPEMU-
TEJIbHBIX, OTIEPAaTUBHBIX OTBETOB, OBLJIM ObI HAMHOTO
OoJiee MeIJIEHHBIMHU, TUIAaBHBIMU. Takue >KMBOTHEBIC
HE CITOCOOHBI ObUTH OBl HU 1OOBIBATH OOJIBIIIOE KO-
YeCTBO HEOOXOAUMBIX IJISI HUX KOPMOB, HU UX Mepe-
BapuBaTh U ycBauBaTh, HM M30erarb XUITHUKOB U
JIPYIUX BHEIITHUX OITacHOCTe. OHU IIPOCTO B peaib-
HOI MIPpUPOITHOM 00CTAHOBKE OBLIN OBbI HE CITOCOOHEBI
BbIKMUTH! Tak 4TO MUMETh BRICOKYIO TEMIIEpaTypy Telia,
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Puc. 1. Cxema peryasiuydu TeMreparypbl Tejla B Ieproz
nosiHo#t akTuBHOCTHU (1o: YepnuH, 2014): I — niposiBie-
HUE peaklMii u30eraHusi BLICOKOI TemIieparyphl, 2 —
MpOosIBJIeHNE peakliMi Ha MaKCUMU3ALIMIO TeMIIepaTypbl
Teaa, 3 — 30Ha TeMIIepaTypHOTO MPEeAouTeHus (auarmna-
30H TEPMOCTAOWIN3AIINN ), 4 — TIPOSIBJIEHUE peaKIINii N3-
OGeraHust HU3KUX TeMIIepaTyp. £ — TeMIiepaTtyphbl TeJa, f—
OTHOCHUTE/IbHAsE MHTEHCHUBHOCTb TEPMOPETY/ISILIMOHHBIX
peakuuii. Peryssiiiust TeMreparypbl Tejla B epUOJ aK-
TUBHOCTU y: a — pbib (Pisces), amdubuit (Amphibia),
3Meii (Serpentes), rekkoHooOpa3HbIx siiepull (Gekkota),
yepenax (Chelonia) u kpokonuinos (Crocodilia); 6 — ury-
aHoBbIX (Iguanomorpha), cuMHKOBBIX (Scincomorpha) u
oe3Horux suepul; (Diploglossa), UryaHOBBIX SIIIEPUIL
(Agamidae, Iguanidae), cumaumn (Scincidae).

M K TOMY 3Ke XeJlaTeIbHO HE3aBUCUMYIO OT KITMMATH -
YeCKUX YCIIOBUIA, IS TAKUX SKUBOTHBIX HE aOCTPaKT-
HOE, OTBJICUEHHOE, XeIaTeJIbHOE YCIOBUE, a HACYIII-
Hasi HeoOxomuMocTb. Ha 3To ke 00CTOSITeIbCTBO
ykazeiBaeT u B.M. Taspuno (I'aBpmio, 2012;
Gavrilov, 2020).

Ho nepBbIM Ha 3TO BaxkHOE€ OOCTOSITETHCTBO 00-
patun BHuMaHue A.B. Piomun (1939, 1940), korto-
pBbIii KOHCTAaTUPOBaJ, YTO MPU MOBBIIIIEHUU YPOBHS
SBOJIIOLIMOHHOTO Pa3BUTUSL Y TTO3BOHOYHbBIX XKUBOT-
HBIX pa3HbIX KJIACCOB TeMIlepaTypa Tejla MOBbIIIaeT-
csl M cTaOMIU3UpyeTCsl Ha BLICOKOM ypoBHe. Beren 3a
HuM M.J. CrpenpHukoB (1948) mokaszaj, 4yTo Bce
JKMBOTHBIE MPU aKTUBHOCTU CTPEMSITCS MOBBICUTH U
yIEeP>XKUBATh TEMIIEPATypy TeJa Ha BLICOKOM YPOBHE.
ITpuuem KacaeTcst 3TO U O€CITO3BOHOUHBIX 1 TTO3BO-
HOUYHBIX, U XOJIOAHO- U TeMJIOKPOBHLIX. Majio Toro,
ISl BCEX HUX IMafa3oH TemIiepaTyp, K KOTOpOMY
OHU CTpeMsITCsl, OnMHAKOBHBIN: ~30—40°C.

M 31ech BO3HMKAET OYEHBb BaxkHasl mpobjemMa, pe-
IIIEHUSI KOTOPOI MBI B SICHOI (popMe OO CHUX IIOp HE
HaxoauM B juteparype. [loueMy ypoBeHb TeMIiepa-
Typhl Tena ~28—30°C gBjsgeTCsI HACTOJIbKO BaxKHBIM,
YTO CTAHOBUTCSI HEKMM “BOIOpA3IEeIOM” B DBOJIO-
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Y TO3BOHOYHEBIX XKUBOTHBIX? KakoBo pu3monorn-
YyeckKoe 3HayeHue 3TOro TeMIIEpaTypHOro YpOBHS?
OnpenesieHHBIE OTBEThI HA 3TU BOMPOCHI €llle Ipe-
CTOUT JaTh OYIYILIMM ITOKOJIEHUSIM yYEHBIX. A MOKA
Mbl MOXEM TOJBKO KOHCTAaTHPOBATh 3MIIMPUYECKU
BBISIBJICHHBIE (DaKThI, YTO TEM HE MEHee yKe HeMaJIo.

OnmHoit 13 OMOJOTUYECKUX OCHOB NICHMJIOTEPMUM
SIBJISIETCS], BUAUMO, OTIPENIeJIEHHBI ypOBEHb KJIETOU-
HOTO MUTOXOHAPUAIBHOTO OBIXaHUSI, KOTOPBIN TP~
MEPHO B 2 pa3a MNOBBICUJICS MO CPAaBHEHUIO C UCXO/I-
HbIM, aM(UOUNHBIM COCTOSIHUEM, CTaB JIs1 Aajlb-
HEeWIIell 3BOJIOLIMU IO3BOHOYHBIX CBOEOOpPa3HBIM
KJII04eBbIM apoMopdo3oM u Tpurrepom (HepiauH,
2017). JIpyroit 6MOJI0rM4YecKOil OCHOBOM IICHJIOTEP-
MUM SIBJISIETCS MEXaHU3M PEryJIsIuU TeMIlepaTyphl
TeJla, KOTOPbIii HA KaKOM-TO 3BOJIOLIMOHHOM 3Tarie
cTayl obecIieunBaTh €€ HallpaBJICHHOCTh Ha ITOBHIIIIE-
Hue 110 KpaitHeil Mepe 10 28—30°C mum Boitle. YTo Tak
MOBJIMSUIO Ha CTaOWJIM3ALIMIO PETyJIUPYIOIIEro napa-
METpa Ha 3TOM YPOBHE — TaK:Ke BOIIPOC ITI0KA OTKPHI-
ToIi. HO OH IBHO TpeOyeT peneHusl.

INcutoTepMUYECKUMU SIBJISIFOTCSI BCE PEIITUIIMU C
HU3KMM (OOJIBIIMHCTBO “IIEIMKO3aBPOB”, COBPEMEH-
HbI€ PENTWIMH ), HOBBILLIEHHBIM (HanpyuMep, S1epoTa-
30BBIe TUTAHO3aBPhl) WIN BLICOKUM (MHOTHE 3BOJIIO-
LIMOHHO TIPOJBUHYThIE TEPUOAOHTHI U Pa3HbIC MTHU-
LIEMOAOOHBIE M MOPCKME JIUHO3aBphl) YpOBHEM
TepMOMETa0O0JIN3MAa, a TAKXKE HACTOSIINE SHIOTEPM-
HbI€ JKMBOTHBIE (IITUIBI 1 MJIEKOIIUTAIOIINE).

Cratyc IICMJIOTEpMUM BasKHO BBECTHU IIOTOMY, UYTO
OH aKIICHTHpPYeT BHMMaHHE Ha OCHOBHOI1 XapaKTe-
PUCTHUKE BCEX OTMEUEHHBIX BBIIIIE JKMBOTHBIX, KOTO-
pasi OKa3bIBAETC BAKHEMNIIIE 1 OOMHAKOBOM Haxe y
KaXXyIIUXCS Pa3IMYHBIMUA TPYNH XUBOTHBIX — (DU~
310JIoTUYeCcKasi HeOOXOIUMOCTh IePUOANUYECKOTO
VUIA TIOCTOSIHHOTO TTOBBIIIEHMS U TTOAASPKaHUS BbI-
COKOI1 TeMriepaTyphl Teja Boiiie 28—30°C (YepnuH,
2014). Drta HaIpaBJIEeHHOCTb MPAKTUYECKU OTCYT-
CTBYET y pbIO 1 moAaBJsgioneii yactu amguounii. Tep-
MUHBI “TOMOMO-" 1 “TIOMKMIIOTepMUS” aKLIEHTUPY-
0T BHUMaHME Ha CTEeTIeHU CTaOWIM3alu1 TeMITepaTyphbl
Tena, “aHOO-" U “IKTOTepMHsI”’ — Ha IIpEeUMYyIIe-
CTBEHHbBIX MYTSX MOCTYIUICHUSI TEIla B OPTraHU3M,
“Opamu-" M “TaxumMeTadbosM3M” — Ha ypOBHE MeTa-
0osm3Ma (1 B YaCTHOCTH TEPMOMETA00IM3Ma), KOTO-
pBIN 0OecIIeYnBacT XKMBOTHBIX HEOOXOAUMBIM YPOB-
HEM DSHIOIeHHOI TeIUIoNpoayKuuu. TepMuH ke
“TIcumorepmMus”’ obpamiaeT IepBOCTEIICHHOES BHMMA-
HMe Ha caM (haKT TOTo, YTO OIpeAe/ICHHAs YacTh IT03BO-
HOYHBIX XXMBOTHBIX, BHE 3aBUCHMOCTHU OT CIIOCO0a M0~
JIy4eHUSI TeIUIa, CTEIIEHN CTAa0MIM3alliy TeMIIepaTyphl
TeJla U WHTEHCUBHOCTU TepMOMETabOM3Ma, Ha-
IpaBjieHa Ha IoAAcp:KaHMe BBICOKOI TeMIlepaTyphl
TeJa JIOOBIMU JOCTYIHBIMU CIIOCOOaMM.

KYPHAJI OBILIEN BUOJIOTUU
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Bpagnmeradoimyeckas NMCHIOTEPMUS — TUIL Tep-
MOOMOJIOTUIECKOTO CTaTyca, IPU KOTOPOM KMBOT-
HBIE, OOBLIYHO pa3MepoM He 6oitee 1—4 M, TTOCTOSTHHO
WJIN 9acTh BpeMEHU CYTOK (TIEpUOIMYECKH) TTOMHM-
MaloT 1 yAePKUBAIOT TEMIIepaTypy TeJa Ha JOCTaTOd-
HO BBICOKOM ypoBHe (Bbiile 28—30°C) B OCHOBHOM
3a CYET BHEITHUX MCTOYHUKOB TeIUIa MPU HU3KOM
YPOBHE TEPMOMETA00IM3Ma, TIPEUMYIIIECTBEHHO 10~
CPEICTBOM 3KTOTEPMHOTO, ITOMKUIOTEPMHOTO TH-
OB TEPMOPETYIISIIINH.

Crrettndraeckast popmMa KpUBBIX CYTOUHOM TUHA-
MUKHU TeMIIepaTyphl Teaa (puc. 2) y BceX penTUINiA,
MPUHAIJIEKAIIUX K PasHbIM TAaKCOHOMUYECKUM U
GMIIETUYECKMM TPYIIIaM, U3 pa3IMIHBIX reorpadm-
YECKUX PETUOHOB C OYEeHb HETTOXOXKUMU KIIMMaTU4Ie-
CKUMU YCJIOBUSIMU, C OYEBUIHOCTBIO IOKA3LIBAET,
YTO TEMIIepaTypa MX Tejla OTpaXkaeT He MaCCUBHOE Clie-
JIOBaHWE 3a TeMIIEpATyPHBIMU YCIOBUSMU BHEIITHEM
cpedbl (4TO B 3HAYUTEJIBHOM CTENIEHU XapaKTepHO ISt
XaMMJIOTEPMOB — PBIO M TTOHABJISIONIECTO OOJIBIITMH-
cTBa amMm@uoOMit), a IBIASIETCS PE3yabTaTOM IIPOU3-
BOJIBHOTO, PEryJIMPpyeMOTO IeiicTBUs, HaIlpaBJICH-
HOTI'0 Ha TTOBBINICHUE U TTOAACPKaHUE €€ Ha OTIpee-
JICHHOM BBICOKOM ypOBHE. DTO, COOCTBEHHO, M
SIBJISIETCSI XapaKTePHOM OCOOEHHOCTBIO MCUJIOTEP-
MoB. bpagmMmerabommdyeckoe IICHMIIOTEPMHUUYECKOE
COCTOSIHUE XapaKTepu3yeTCsl OTHOCUTEIIbHO HU3-
KMM ypOBHEM TEPMOMETA00IM3MA U Pealnu3yeTcs B
OCHOBHOM 3KTOTEPMHBIM, MOUKUIOTEPMHBIM TH-
IIOM TEPMOPETYJISILIUN TIPEXIE BCEro Y MEJKHUX, He-
KPYIHBIX U CpeIHEepa3MEPHBIX XKUBOTHBIX (IIpUMEp-
HO 10 1—4 M). B 3TOM Ha3BaHNM MOTYEPKUBACTCS TO
BaxkHeiee o0CTOSITEIBCTBO, UYTO OpammMeTadoIn-
YeCKOE COCTOSTHUE CBSI3aHO C TICUJIOTePMUEHi, U 4TO
OHO He MO3BOJISIET MOAAEPXKUBATH IICUJIOTEPMUIO UM -
CTO 3HAOreHHbIMU cnocobamu. CrielaabHas 3agavya
IJIST HUX — XOTSI OBl MEPUOANYECKH TTOAIEePXKUBATh
BBICOKYIO TeMIlepaTypy Tejia Ojaromapsi BHEUTHUM
WCTOYHUKAM U MOBEACHUYECKUM ITprUeMaM PeryInpo-
BaHMs. Takoi TEpMOOMOJIOTMYECKHI TUIT XapaKTepeH
IIJIST BCEX COBPEMEHHBIX PEeNTUWIN, a TaKKe, cKopee
BCETO, IJII MHOTUX “TIeJIMKO3aBPOB” M, BO3MOXKHO,
JUTST HEKOTOPBIX IPYTHUX TPYIIIT BBIMEPIIUX JIEMUAO-
3aBpPOB U PAHHUX CUHAIICUI, O YEM CBUACTCIbCTBYET
MHOXECTBO ITaJIEOHTOJIOTUUYECKUX HAHHBIX 00 MX
aHATOMUM, SKOJIOTUM U T.II.

C omHOI CTOPOHBI, SHEPTeTUUECKME 3aTpaThl Ha
MoJydyeHue TeIlJla OpraHM3MOM B TakKOM BapHUaHTE
HeBeJIMKM (YpOBHUM MeTaboJim3Ma y OpagumMeTadboan-
YEeCKUX TCUJIOTEPMOB HAXOMSTCS B I'paHULAX IpHU-
MepHo 0.07—0.6 mMr O,/(r * 4), B 3aBUCUMOCTH, B
YaCTHOCTH, OT pa3MepoB — TabJ1. 1), HO C APYyroii cTo-
POHBI, HAJIMYKE TEIIa, KaK SHEPIreTUIECKOTO pecyp-
ca, BO BHEIIHEH cpelie OorpaHMIeHO (DIyKTyalusMu
MOro/ibl, CMEHOI IHS U HOYM, CE30HOB rojia, OMOoTH-
Ne 6
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Puc. 2. [Ipumepsbl CyTOYHOM TMHAMUKU TeMITepaTyphl Tejla y COBpeMeHHBIX pentuiuii (rmo: Yepiun, 2014). I[TyHkTpoM 0603Ha-
yeHa o6sacTh TeMnepatyp 30—33°C, B KOTOpOIi JiexXaT qrara3oHbl TEPMOCTAOMIM3allMY OOJIbIION YaCTH BUAOB PENTUINMA. a —
TepMOCTaObWILHO akTUBHBIE BUnbl (YepauH, 2014): 1 — Dipsosaurus dorsalis (McGinnis, Dickson, 1967); 2 — Dipsosaurus dorsa-
lis (McGinnis, Falkenstein, 1971); 3 — Sauromalus obesus (Case, 1976); 4 — Sauromalus obesus (McGinnis, Falkenstein, 1971);
5 — Sceloporus magister (McGinnis, Falkenstein, 1971); 6 — Ctenosaura pectinata (Mackay, 1968); 7 — Anolis sagrei (Lee, 1980);
8 — Varanus gouldii (King, 1980); 9 — Varanus varius (Stebbins, Barwick, 1968); 10— Varanus griseus (CokonioB u np., 1975); 11 —
Liolemus multiformis (Pearson, Bradford, 1976). 6 — tepmoneiiTpanbHo akTuBHbIe Bunbl (YepnuH, 2014): 1 — Boa constrictor
(McGinnis, Moore, 1969); 2—5 — Echis multisquamatus B pa3Hble Ce30HbI: 2 — paHHsIsI BeCHa, 3 — cepenrHa BECHbI, 4 — KOHeI[
BecHBbI, 5 — sieto (Yepnun, Lennapuyc, 1981); 6 — Vipera berus v 7— V. aspis (Saint-Girons, 1975); § — Hoplodactylus maculatus
u 9— Heteropholis manucanus (Werner, Whitaker, 1978); 10— Natrix fasciata (Osgood, 1970); 11— Teratoscincus scincus (Yepnaux
u ap., 1983; YepnuH, 2013); 12 — Sphenodon punctatus (Werner, Whitaker, 1978). Cepble npsiMOYroJIbHUKM 0003HAYaIOT BpeMst
MPOTEKAHUST aKTUBHOCTH;, MIPSIMOYTOJIbHUKM C TOPU3OHTAJIbHOM IITPUXOBKOI 0003HAYAIOT BpeMsI TPOTeKaHUsI TEPMUHTA, T.€.
reprona BpeMeHH, KOTa PENTIMH 3aHSATHI TOJIBKO TEM, YTO IPEIOTCS U MOIICPKUBAIOT TEMITEpaTypy Tejia Ha BHICOKOM YPOBHE.

YEeCKUMM B3auMoAeicTBUSIMU. [103TOMY KUBOTHbBIE
BBIHYKIEHBI 3KOHOMUTH TTOJIYYEHHYIO TEILIOBYIO
sHepruto. M penaercsd 3Ta 3agaya B OCHOBHOM MOBE-
JIEHYECKMMU TIpUeMaMu, (PU3MOJIOTMYECKUMM Ba30-
MOTOPHBIMU PEaKLIMSIMU TTepepacIipeie/icHIs TeIjia B
TeJie U IIp.

TaxumeTadoaMYecKas NCHIOTEPMHSI — TUTT TEPMO-
OMOJIOTMYECKOro CTaryca, IIpd KOTOPOM KMBOTHEIC
CTpEMSITCS TIOCTOSIHHO TIOAHUMATh U yIep>KUBaTh
TeMIIEpaTypy Teja Ha JOCTATOYHO BHICOKOM YPOBHE
(ot 28—30 no mpumepHO 44°C), 4TO peaqusyercs Mo-
CPEICTBOM OTHOCHUTEJIBHO BEICOKOTO YPOBHS TEPMO-
MeTab0/IM3Ma U B OCHOBHOM DHJIOTEPMHBIM, TOMOTi-
OTEPMHBIM TUIIOM TEPMOPETYISILUNUA Y XUBOTHBIX
pa3HbIX pa3MEpPOB, YAaCTO CBS3aHHBIM C Pa3BUTHUEM
VHCYJISIIMU (TIEPhsl, MEX, TOJICThIN CJIOI MOTKOKHOIO
Xupa). B a3ToM HazBaHUU ITOTYEPKUBACTCS TO BaXK-
Helflree 00CTOSTEIILCTBO, YTO TaXMMETa0OIMIeCKOoe
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COCTOAHHME CBA3aHO C HCI/IJIOTepMI/Ieﬁ, 1 4TO OHO B
3HAYUTEJIbHOM CTEINEHU I103BOJISIET IIOoAOCPKMNBAThb
IICUJIOTEPMUIO TOJBKO 3SHIAOITCHHBLIMU criocobamm.
BoamoxxHoCTH Iist InoagcpKaHusAa TEMIICpATyphbl TCJ1a
Ha BbBICOKOM YPOBHE€ ITPOABJIAIOTCA Yy TaAKMX KMBOT-
HBIX B OY€HDb IIMPOKOM CIIEKTPE YCJIOBI/Iﬁ BHEIIIHEH
Cp€abl, 1aX€ B XOJIOAHBIX KIIMMaTUYCCKMNX 30HAaX.

TaxumeTtaboanyeckas IICUJIOTEPMUSI XapaKTepHa,
B YaCTHOCTHU, IJIsd HACTOAIIMX SHAOTCPMHBIX ITCUJIO-
TEPMOB, Y KOTOPBIX 3aTparbl Ha TEIUIOMPOLYKIIUIO
OKa3bIBAIOTCd OYEHb 3HAYUTCIBbHBIMU. ypOBHI/I MeE-
TabonuzMa y OpamuMeTadoJuYecKUX IICUIOTEPMOB
npumepHo 0.02—22 mr O,/(T - 4), B 3aBUCUMOCTH OT
pasmepos: ypoBHHU 0.02—0.6 B OCHOBHOM IIPUCYIIA
KPYNHBIM M cpegHepa3MepHBIM XWUBOTHBIM, 1.4—
7.6 — B OCHOBHOM MEJIKUM XHMBOTHBIM B ITOKOE, a B
COCTOSIHUM aKTUBHOCTMU MOTpPEOJIeHHE KUCIopoaa y
HUX MOXET ToXOauThb 10 22 M O,/(T - 1), a BO3BMOXXHO
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u Beile (Ta6a. 1). B aTom ciygae BcTaeT cepbe3Hast
Mpo6yieMa 3KOHOMHOTO MCITOJIb30BaHUSI TTOJyYeH-
HOM TETI0BOU 3HEPTruU (YTOOBI TOJIYYEHHOE TOPO-
roil LIeHOI TEeIJIO He pacxXxoJ0BajoCh BITYCTYIO, T.€.
MPOCTO HE PacceruBaJIOCh), PETYJISLIMUA YPOBHEU ee
MPUX0Ja U pacxojia, a TAaKXkKe COXpaHEeHUsT BHYTPU Te-
J1a. Ota rpobiieMa pelaeTcsl SHI0TepMaMU JUHAMUYE-
cku. Tak, MHOTHE HACTOSIIIIME TETUIOKPOBHBIE, C OMHOM
CTOPOHBI, IMOBBIIIAIOT TEMIIEPATYPY Teja MOCPENCTBOM
ycueHus 0a3aibHOTro MeTaboM3Ma U Apyrux 0no-
XUMHWYECKUX CBOMCTB U peaKILUid, a C APYrOi — BbI-
HYXJE€HbI OTpabaTbiBaTh CHElMaIbHble MEXaHU3MBbl
pacceuBaHUs U30OBITKOB Teljla (Hampumep, uyepes
BBICYHYTBIN SI3BIK Y cOOaK, MOCPEICTBOM paccenBa-
HUSI TeTl1a yepe3 rpedeHb y Kadyapa U KJIIOB y TyKaHa
MpPU TIOBBILIEHUU TEeMIIEpaTypbl BHEIIHEW Cpeabl U
MHorue npyrue; Yepaun, 2021a). I B peryaupoBa-
HUM TIPUX0Ja U pacxoia Teria y SHAOTEPMOB Tpu-
CYTCTBYIOT, COOTBETCTBEHHO, JBa HaIlpaBJICHUS:
YCUJIEHUE UHCYISILUU (MEXOBOM TOKPOB) C 1I€JIbIO
CHIDXKEHUST TEIIONOTEPh U YMEHbIIIEHUE pa3MepoB C
LIEJIbIO YCUJICHMST TETUTOTIOTEPh (Y METKUX SKUBOTHBIX
06bIIIast OTHOCUTEIbHAS TIOBEPXHOCTH Tejia). MMeHHO
TaKUMU — MEJKMMU 1 MOKPBITBIMUA BOJIOCAMU — MBI
BUIWM TIePBbIX MOSIBUBILINXCS Ha 3eMJie MJIEKOTIUTAa-
o1ux. Majo Toro, eciim XKMBOTHBIE, 0OJagamolIne
BBICOKMM ypOBHEM 0a3ajIbHOI0O MeTaboJiM3mMa, OyayT
OYEeHb KPYMHBIMU, ¥ HUX OyIyT CIAUIIKOM OOJbIINE
nmoTpedHocTH B KopMax. Ha caMoMm nielie aTo HarpaB-
JIeHUe JOIMYCTUMO, HO TOJILKO HE cpa3sy, a KOTaa BbI-
paboTaloTCd COOTBETCTBYIOLIME HOBBIM (PYHKIIMO-
HaJbHBIM TpeOoBaHUSIM Mopdodr3noIoTUYecKue
XapaKTepUCTUKU OIMOPHO-ABUTATEIbHON, HEPBHOM,
JIBIXaTebHOM, MUILIEBAPUTEIBHOMN, CEPACYHO-COCY-
JUCTOMN M IPYTUX CUCTEM.

B s710i1 ke cBsizu B.I. Topmkos (1982) nmokasai,
YTO aOCOTIOTHBIX SHEPTETUYECKUX OTPaHUYEHUA Ha
MaKCUMaJIbHbIE Pa3Mephl CYyXOITYyTHBIX XKMBOTHBIX HE
CYIIECTBYET, HO €CThb HEKMIA KPUTUUYECKUI pa3Mmep,
MPU TIPEBBIIIIEHUU KOTOPOTO Y CaMbIX KPYITHBIX MO-
3BOHOYHBIX BO3HUKAIOT MPOOIEeMBbI ¢ 2(PPEeKTUBHO-
CTbIO TIEPEABUXEHUS, U OHU BBIHYXIEHbI U3bICKU-
BaTh pa3jiMyHble 3K30TMYECKUE CIOCOObI MOBbBIIIE-
HUSI KOHKYPEHTOCIOCOOHOCTUM U MpPUOOpeTeHUs
MPUEMIIEMOM IJIs CYLIECTBOBAHUS SKOJOTUYECKOM
Huiu (T'opiikos, 1983, 1995).

B 11e1oM Takoit TepMOOMOIOTMYECKUIA TUTT XapaK-
TepPEH IJIs1 HEKOTOPHIX SBOJIOLMOHHO MPOABUHYTHIX
TEPUOJOHTOB (LIMHOJOHTOB, TUIIMHOJIOHTOB) U MTHU-
LEMOAOOHBIX TMHO3aBPOB (OBHPANTOPOB, TPOOIO-
HOB, apX€OIITEPUKCOB U ZIpP.), BO3BMOXHO U CKOpee
BCEro, IJIsl KPYIMHBIX MOPCKUX PENTUINN — MO3a3aB-
POB, UXTMO3aBPOB U IJIe31M03aBpOB (110 HAIlleMy MHe-
HUIO, OHU, CKOpee BCEro, MMEHHO TaxnuMeTabomye-

KYPHAJI OBILIEN BUOJIOTUU
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CKHE HCI/IJ'IOTCpMLI), a TaKXKEe IJId pa3BUTBIX HACTOA -
X OTUI U MJICKOIIMTAIOIINX.

MesomeTadomuecKast NICUJIOTEPMHS — TUIT TEPMO-
OMOJIOTMYECKOro cTaryca, Mpu KOTOPOM >KMBOTHBIE
MMOCTOSTHHO WJIM YacTh BPEMEHM CYTOK (Tleproauye-
CKH1) TTOOHUMAIOT U YIEPXKUBAIOT TEMIIEpaTypy Tejia
Ha JIOCTATOYHO BBICOKOM ypoBHe (BbIie 28—30°C)
MMOCPENCTBOM CPEIHET0 YPOBHS TepMOMETab0IM3Ma
9HJIOTEPMHBIM, TOMOMOTEPMHBIM MJIM TUTAHTOTEPM-
HBIM TUIAMM TEepMOPETyIsiuu. HekoTopbie aBTOPBI
elle paHee MPEeAItojarajiv, 9YTo P IPEBHUX PEITTIIINIA
MOTJIM WMETh IIPOMEXYTOYHBIM IO MHTEHCHUBHOCTU
YPOBEHb META0OJIM3Ma MEXIY XOJOMHOKPOBHBIMM U
TEeIUIOKPOBHBIMM  XMBOTHBIMU  (Barrick, Showers,
1994, 1999). B Ha3BaHUU “Me30MeTabOINUECKOE CO-
CTOSTHME” TIOMYEPKUBAETCSI TO BaxKHeWIlee 00CTOsI-
TEJILCTBO, YTO OHO CBSI3aHO C ICUJIOTEPMMEI, U 4TO
OHO, XOTb 1 B OTHOCHUTEJIbHO OrpaHWYCHHON CTeIle-
HU, BCE-TaKW ITO3BOJISIET MOMIEPKUBATh IICUIOTEP-
MUIO SHIOT€HHBIMHM CIIOCOO0aMu. YpPOBEHb MeTabo-
JIM3Ma JJIsi Me30MEeTa00IMIeCKNX XKUBOTHBIX MOXHO
TOJIBKO MPEAIOoaraTh, IOTOMY YTO BCE PEICTABUTE -
JI 3TOM TPYIINbI JaBHO BeIMepsn. VI3 Hanbonee KpyIi-
HBIX COBPEMEHHBIX PEITWINK YPOBEHb METa0OoIM3Ma
M3ydeH y ajumraTopa BecoM rmpuMepHo B 50 kT. Ero me-
Tabosu3M olieHrBaeTcs mpuMepHo B 0.08 O, Mr/(T - u).
MOXHO IIPEnIoIOXUTD, YTO KPYITHBIE IPEBHUE PeIl-
TUJINWA MOIJIM UMETh CPeIHUI ypOBEHb MeTab0IM3Ma
0.1—-0.5 O, Mr/(r - 4). Me3oMeTaboIMUYECKHE TICUTIO-
TepPMHBIC (KMBOTHBIE MOTJIM 32 CUE€T SHIOTeHHBIX (XO-
TSI U1 OTPAaHUYEHHBIX) BO3MOXHOCTEI CTaOMIN3UPO-
BaTh BBICOKYIO TeMIIEpaTypy Teja, YCHEIIHO IMPOTH-
BOCTOSITb ~ OBICTPBIM CMEHaM  TeMIIepaTypHBIX
YCJIOBUIA BHEIIHE cpembl, 3aKOHOMEPHBIM M CIIy-
YaHBIM KOJIEOAHUSM ITOTOIHBIX YCJIOBUIA, HO HE Ce-
PBbE3HBIM, TOJITOBPEMEHHBIM KINMATUICCKIM CIBH-
raM. Takoii TepMOOMOIOTMYECKII TUT XapaKTePEeH I
MHOTHMX BEIMEPIINX PENTUINI — MHOTHUX TEPUOIOHTOB,
apx03aBpoMOp(OB, OUHO3aBPOB M, BO3MOXHO, IS
KPYITHBIX MOPCKUX PENTIINIL: MO3a3aBpOB, UXTHO-
3aBpOB U ILIE3M03aBPOB (“BO3MOXKHO”, ITOCKOJIBKY
X TOYHBIA TEPMOOMOJIOTMIECKHI CTaTyC, T.€. SIBIISI-
IOTCSI JIM OHU Me30- WM TaXUMeTa0OoJIMYeCKUMU
IICUJIOTEPMAaMM, €Ille IPEICTOUT BEISICHUTD).

DHepreTuYecKue 3aTpaThl Ha MOMAEPKAHNE X3~
HEIEeSITeJIbHOCTU TaKWX >KMBOTHBIX CYIIIECTBEHHBI,
HO HE CIMIIKOM Beauku. KOHKpeTHbhIe MX YPOBHU
OIPEeNIEeIUTh HEBO3MOXHO, IIOCKOJIBKY CPEIX COBPE-
MEHHBIX XMBOTHBIX ME30METa00INMYECKUX TMCUJIO-
TepMOB HeT. M3ydyeHHbIe MajJl€OHTOJIOraM1 UX MOP-
dodpuU3noIOrNIeCcKNe XapaKTePUCTUKA U TIPHUCIIO-
COONIEHNST MOTYT OBITh CBSI3aHBI C HEOOXOIMMOCTEIO
COXpaHSTh BHYTPH TeJIa MOJIydeHHOE TEII0. DTa 3a1ada
MOXKET OBITh 2(p(DEKTUBHO pellleHa YBeJIMUYCHUEM TeII-
JIOMHEePLIMOHHBIX CBOMCTB TeJia, Oaromapsl yBeaude-
Ne 6
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HUIO eT0 TMHEIHBIX pa3MepOB 1 MaccChl (TMTAHTOTEP-
MUS), U TEIUIOU3OJISIIMOHHBIX CBOICTB YCUICHUEM
WHCYJISIIUY 00O0JI0UYKY TeNa, T.€. €T0 TEIJION30INPY-
IOIIMX CBOMCTB, 3a CYET YTOJIIEHUS BHYTPEHHETO
MOJKOXHOTO XMPOBOTO CJIOST MW BHEIITHETO TETIO-
M30JISIIIMOHHOTO MMOKPBITUS (MeX, Iepbst). Ho co3na-
eTcsd BIEUYaTJIeHHE, YTO TIPU CpeaHEM YpPOBHE MeTa-
60IM3Ma U TEIUIONPONYKIIMU YBEeIUUEHUE pa3MepoB
SIBJISIETCSI TIPUOPUTETHBIM, TI0 KAaKUM-TO MPUYMHAM
6oJiee BHITOOHBLIM HAMpaBJICHUEM pelICHUS HaHHOI
Mpo6yeMbl (BIJIOTh IO TUTAHTCKUX TUTAHO3aBPOB,
JIOCTUTAIOIINX B OTASIbHBIX CcIydasax — Bruhathkayo-
saurus — 40 M B mymmHy 1 Beca 120 T, a Takke CITMHO-
3aBpOB, TAPAHHO3aBPOB U [IP.), a pa3BUTHE T10 Kpaii-
Hell Mepe BHEIIHedl MHCYNSLUU MTOYeMy-TO B JaH-
HOM HAaIIpaBJIEHUM HE WCIOJb3yeTcsd. W nuimb B
HEKOTOPHIX ClIydasiX, MPUYUHBI KOTOPBIX CIEAYeT
ele IoIpoOOBaTh OOBSICHUTH, IPUOPUTETHONI CTa-
HOBUTCS 3aJadya paccerMBaHUs U30OBLITKOB TeIlia, MOo-
JIy4EHHOTO SHIOTeHHBIM IMyTeM. Torma HmosiBIsIOTCS
KUBOTHBIE C TEILUIOOOMEHHBIMM TapycamMu (Irapyca
Ha CIIMHAX Y KTeHO3aypUCLIUA U CHUHO3aBPOB, KOCT-
HbIe TUTACTUHBI HA CIIMHAX Y CTETO3aBPOB), OOJIbIIN-
MU KOCTHBIMM BOPOTHHMKaMU (y TPULIEPATOIICOB) U
IPYTUMU CHEHUATBHBIMU MOP(OIOTNIeCKUMU 00-
pa3oBaHUSIMM, CIOCOOHBIMU 3TY ITPOOJIEMY pellaTh.

HecMoTpst Ha TpyIHOCTHU, CBSI3aHHBIE C BHICOKOM
TEMIIEPATYPOM TeJia, IO3BOHOYHBIE UAYT IO IyTU €€
ITOBBIICHUSA U CTa6I/I.HI/ISaLlI/II/I, Mo IIyTHU IICUJIOTEP-
MUM, TIOTOMY YTO HEOOXOOUMOCTh 3TOT0O HallpaBje-
HUSI TUKTYETCsI, C OOHOI CTOpOHBI (M3HYTPU Opra-
HU3Ma), peajin3alyeit IpuHIMNA CTAaOIN3alluK BbI-
COKOIf TeMIlepaTypbl Tejda, a C JApyroidi (M3BHE
opraHu3zMa) — OOJIBLIMMU IKOJIOTMYECKUMU U KOH-
KYPE€HTHBIMU BbITOJaMMU.

OBIIAA KOHUEIIINA 5BOJIOLNN
TEPMOBHUOJOTI'MYECKHUX CTATYCOB
Y ITO3BOHOYHBIX )KNBOTHbBIX

Panee MbI yXe HEOTHOKPATHO BBICKA3bIBAIN
MPEAnoJoXeHNEe, YTO Pa3BUTHE DHIOTEPMUM, KakK
MposiBAeHUEe 001Ieit MOphOPU3NOIOTMYECKON 3BO-
JIIOLIMM TIO3BOHOYHBIX XXWBOTHBIX, OCHOBAaHHOI U
HaIpaB/ISIEMOM TIPUHLIMIIOM CTaOMJIM3ALM BBICO-
KOl TeMIlepaTyphl Teja, MPOUCXOAUIO B TPU dTarla.
Oo6mIas cxema 3TOTo Mmpoliecca IIpuBeaeHa Ha puc. 3.

Xamunsomepmus
B nmenom xamuioTepMmus, 0e3yCI0BHO, ObLIa
HUCXOIHBIM COCTOSIHUEM ISl TIO3BOHOYHBIX KUBOT-
HbIX. Ho yXe y pp16 HabIr0gar0TCss HEKOTOPhIE SHI0-
TepMUYECKUE TTPOSIBIIEHUSI, XOTsI Obl peTUOHAIbHBIE.

XpsieBble 1 KOCTHBIEC PBIOBI HE3aBUCUMO IPYT OT
JIpyra pa3BWIM ciielimuaeckre (GpopMbl MBITIIEYHOMN
JKYPHAJ OBIIEW BUOJOTNU
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SHIOTEPMUU, TTO3BOJISIONIE UM MOTHITH TeMIIepa-
TYpYy Tejla OTHOCUTEIBHO OKPYKaoIleil BOIbI.

OTUX crienudUUIecKuX CTpaTeruii B OCHOBHOM JIBE:

a) TEIUIO CTAHOBUTCS TIOOOYHBIM IMIPOAYKTOM ACii-
CTBUII MeIJICHHO COKPAIAIOIINXCI a3POOHBIX Kpac-
HBIX MBIIIIL] BO BpeMsI ITOCTOSTHHOTO IIaBaHUs (3HI0-
TepMUSI KpaCHBIX MBIIIL). Majo Toro, o61acTv BO-
KPYT KpPaCHBIX MBI aHATOMUYECKU OPTaHU3YIOTCS
B CBOE€OOpPA3HBI TepMOCTAT MpeEXAe BCETO 3a CYET
pa3BUTUS CETU IPOTUBOTOYHBIX KPOBEHOCHBIX COCY-
OB (4yaoecHast CeTh), IIPU3BAHHOMN COXPAHSTh TEILIO
BHyTpU Tena (Graham et al., 1983; Graham, Dickson,
2000, 2001; Katz, 2002; Dickson, Graham, 2004);

0) TTa3oaBUTaTEbHBIE MBILILLI ITPEBPAIIAIOTCS B
CIIEMAIM3MPOBAHHBIA HarpeBaTelbHBIl OpraH, B
KOTOPOM MBIIIIEYHBIE BOJIOKHA TEPSIOT COKPATUTEITb-
HYIO aKTUBHOCTb WM BBIITOJIHSIOT XOJIOCTBIE ITMKIIBI
KaJIbLIMs MEXAY LIMTOIIa3MOM 1 capKoTla3MaThde-
CKMM PETUKYIYMOM, TIPOUCXOISIINAE C BhIIEIEHIEM
teria (Carey, 1982; Block, 1986, 1994; Morrissette
et al., 2003).

Takum 00pa3oM, MOXKHO 3aKJIIOYUTh, YTO Y TIO-
3BOHOYHBIX 2KMBOTHBIX C CaMOI'0O HayaJia UX IosiBJIC-
HUWA 1 O9BOJJIOIWUM UMEJIMCh HAITPpaBJICHHOCTD, 61/IOXI/I—
MUYECKUE U (I)I/ISI/IOHOFI/I‘{CCKI/IC npeagarnraunu,
MIPEANOChIJIKA, 0a3a IJIsI TOCTETIEHHOTO MOBBIIIICHUS
U CTaOMIM3allMM BBICOKOM TeMIiepaTyphl Teja, IJIs
IMOCTECIICHHOI'0O pa3BUTHUA Y HUX Pa3JIMYHBIX TCILJIO-
KPOBHBIX, IICUJIOTEPMHUYCCKUX COCTOSIHUIA.

OnHako MOsIBJIeHWE TIOJYBOAHBIX, aM(pUOUitHO-
MOP(MHBIX MO3BOHOYHBIX, BUAWMO, ObLIO IMPOCTO
€CTECTBEHHBIM CTPEMJICHUEM K OCBOEHUIO CXOTHOI
MO0 CBOWMCTBaM BJIAXXHOU cpenbl, HE TPeOYIIUM
CJUIIKOM MaclITabHBbIX MEpPecTpoeK HU B 00JacTu
9HEPTETUKU, HU B 001acTu TepMoOnoaornu. Bo Bes-
KOM cliydyae, y aMm(buOuii MpuU3HAKOB SHAOTEPMUU
MoKa He 0OHapyXXeHO, XOTsI Y HEMHOTUX COBPpEMEH-
HBIX BUJOB, HATpUMED ka0, MOXKHO OTMETUTD Pa3BU-
THE B CTOPOHY TNCcUJioTepMuu. Tak, y HEKOTOPBIX Bbl-
COKOCMEMATM3UPOBAHHBIX K OOMTAHUIO B MYCThIH-
HBIX YCIOBUSIX ab OTMeYeHO CTpeMJIeHUue K
MEePUOANYECKOMY TIOBBILICHUIO TeMIEepaTypbl Tesa
3a CUET BHELIHUX MCTOYHMUKOB Terla U MoBeleHYe-
CKUX TEpPMOPETYISILIMOHHBIX peaKluii, MOTOOHBIX
TakKOBBIM y penrtunuii, mopoit mo 39°C (Pearson,
Bradford, 1976), n maxe y >XUBYIIeii TaJIeKO Ha CeBe-
pe 0OBIKHOBEHHOM Xa0bI Bufo bufo Temiieparypa Tejia
MPU aKTUBHOCTU B IHEBHOE BPEMSI MOXET TOXOIUTh
1o 34°C (Meek, Jolley, 2006).

Iloseaenue u nauano paseumus ncuiomepmuu

IMpumepro 400 maH JeT Ha3an cpeau aMmpnone-
MOIOOHBIX ITPEIKOB COBPEMEHHBIX HA3€MHBIX ITO3BO-
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WcxonHbie
XaMUJIOTEPMUYECKUE

dopMBI

AXTUBHOCTb IIPY HU3KUX TeMITepaTypax Win IIpu
TeMmIiepaTypax Tejia, Majio OTIMYAIOIIUXCST OT
TeMIepaTyp BHelIHel cpeanl. Buoxumudeckue n
dusznosornyeckre aganTaluum. XaMUIOTePMUS

:BKTOTCpMI/I‘leCKaH TIICUJIOTEPMMUA.
9HCpFCTI/I‘{CCKaH 9KOHOMMHWYHOCTDb
B pacxogoBaHUU HOHy‘IeHHOﬁ OHCPIUun

[ToBbIlIIEHWE TEMIIEPATYPHI TEIa
MpeuMyIIeCTBEHHO OJarofapsi
BHEIIIHUM MCTOYHUKAM TETJIOTHI.
bpanumeTtabdoauyeckas IICUIOTEPMUS

TToBbIlIIeHUE TEMITepaTyphl TeJla. YIIydllieHue
WHTEHCUBHOCTU U KaueCTBa aKTUBHOCTH,
amantuBHOCTH. [Tcuinorepmus
BL/ILLOTepMI/IqGCKaﬂ HCI/IJIOTepILH/IH.
PacxonoBaHue Mpou3BeneHHON SHEePrUn
Ha 9KOJOTUYECKYI0 KOHKYPEHTOCTIOCOOHOCTD

}

[MoBbIlIEHUE TEMIIEPATYPHI TeJa
MPEUMYIIECTBEHHO Oarofgaps
CcpelHeMy YPOBHIO BHYTpEeHHe
TETUTOTIPOIYKIIUH.
MeszomeTraboauyeckast ICUIOTePMMUST

TToBblllIeHUE TEMITEpaTypPhI TeIa
MPEUMYIIIECTBEHHO Giarofaps
BBICOKOMY YPOBHIO BHYTpEHHEM
TETUIONPOIYKIINH.
Taxumerabonmueckast ICUJIOTEPMUST

Puc. 3. O01as cxeMa HarnpaBjieHU (yHKIMOHAIBHOM SBOJIIOLMK TTO3BOHOYHBIX KMUBOTHBIX B CBSI3U C WX OTHOLLIEHUSMU C

TEMIIEpATypOid.

HOYHBIX MOSIBWJIVCH XKUBOTHBIE C ABYMSI KJIIIOUE€BBIMU
apomopdo3amMu:

1) mepBoe pe3Koe, CKaYKoOOpa3HOe BO3pacTaHue
YPOBHSI MUTOXOHIPHUAJILHOTO MeTaboIM3Ma, COMpsIi-
KEHHOTO M HECOMPSIKEHHOTO OKUCIEHUS (3TO SIBJIC-
HHME MBI YK€ OOCYXXIaJaW B MPEIbIAyIInX padoTrax —
Yepmun, 2017, 2021a, n np.);

2) ncuiaorepMmus, T.e. pu3noiornyeckas Heooxo-
JIMMOCTD MEePUOINYECKOIO WIN ITOCTOSIHHOTO ITOBBI-
IIEHWS TeMIIepaTyphl Teja; KpoMe IIPOYero, mosBiie-
HME U CTaHOBJIEHME IICHJIOTEPMUHU, CKOpEe BCEro,
JIOJDKHO OBITH CBSI3aHO C ITOSIBJIEHMEM W Pa3BUTUEM
oIpeeeHHBIX MEXaHU3MOB PETY/ISILIMMA TEMIIEpaTy-
pbI T€Ja B LIEHTPaAJIbHOM HEPBHOI CHUCTEME, XOTS Ha
9Ty TeMYy IOKa MPaKTUIEeCKN HUYETO He U3BECTHO.

IlepBoe pe3koe NMOBBIIIEHUE YPOBHS KJIETOYHOTO
M, KaK CJICICTBHE, OOIIEeTO MeTabomm3Ma IIPUBEJIO K
OCBOCHUIO CYIIIM. A Ha MICUJIOTEPMHUIO, KaK Ha KITIO-
yeBOe, BaxKHEIIIee CBOMCTBO, “HaHM3aINCh” M BCE
JallbHEeHIe MOoCaeaoBaTeIbHbIE COOBITUSI DBOJIIO-
WX 3TUX XHUBOTHBIX. Y MCUJIOTEPMOB HA4aja0Ch 00-

Jiee IeTaJabHOE, YaCTHOE pa3BUTHE, KOTOPOE B KOHEY -
HOM WTOTe IPUBEJIO K MOSIBIECHUIO COBPEMEHHBIX
penTuInii — OpaguMeTad0INIYECKUX TICHJIOTEPMOB,
YTO MoKa3aHo Ha puc. 3. UMeHHO ocBOeHUE 3TUX HO-
BBIX CBOMCTB M KauyecCTB, “BCTpoOiKa” UX B CBOIO OMO-
JIOTUIO, TO3BOJIMJIIO 3THUM XXWBOTHBIM, IEPECTPOUB
sHeproobecIieueHre, OIMOPHO-ABUTATE/IbHbIN arma-
paT, KPpOBEHOCHYIO, CEpAEYHO-COCYIAUCTYIO, IbIXa-
TeJIbHYI0, HEPBHYIO U IIPOYMe BHYTPECHHUE CUCTEMBbI
opraHmsMa, HadyaTh ocBauBaTh cyury (Yepmun, 2012,
2017, 2021a, 6; Cherlin, 2015, u ap.). Havancs npo-
necc pentwimsanuu. [losiBunock 60JbIIOe KOTUYe-
CTBO PENTUJIUEIIONOOHBIX SIIEPOB, MePeIlSaIIiX OT
MOJIYBOIHOIO K CyXOITyTHOMY 00pasy >KU3HH.

\96’0./11‘0141'{0HHO€ paseumue ncuaomepmuu

Bropoe pe3koe TMOBBIIIEHNE YPOBHS MHWTOXOH-
JIPUATIBHOTO ABIXaHWsSI, a COOTBETCTBEHHO U Oa3aib-
HOTO MeTa0OoJIM3Ma, CITOCOOCTBOBAJIO JaTbHEHIIIEMY
Pa3BUTUIO TICUJIOTEPMUM, 3HAYUTEIIBHOMY YJIyYIle-
HUIO KauyeCcTBa aKTUBHOCTH, aJalITUBHOCTH U KOHKY-
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BBOJIIOLIUA TEPMOBUOJIOTUYECKHUX CTATYCOB

PEHTOCITOCOOHOCTH KMUBOTHBIX, YCUJIIIO HE3aBUCH -
MOCTb MX aKTUBHOCTU W BOOOIIE XU3HEIESITEIIHHO-
CTH OT BHEIIHMX KJIIMMAaTU4YE€CKMX ycaoBuii (puc. 3)
(Yepmun, 2012, 2017, 2021a, 6; Cherlin, 2015, u ap.).

Cpenu cunancua npuMepHo 300—265 MITH JIeT Ha-
3a]1 Ha 3emiie 0OUTaIO OOIBIIIOE YMCIIO 31a(h03aBPOB,
JIVUMETPONOHOB, IPYIUX “HeJIMKO3aBpOB”, y MOJaB-
JISIIOIIEro OOJNIBIIMHCTBA KOTOPBHIX Ha CITMHAX UMeE-
JIUCh OOJIbIIIME Mapyca, MCIOJIb3YyIIIMecs KakK J0-
MOJIHUTEILHOE CPEACTBO 151 HATpeBaHMS OT COTHEU -
HBIX Jydeit nTuOO ISl pacceMBaHUSI M30BITOYHOTO
Ternja, MPOU3BEACHHOIO SHAOTeHHBbIM IyTeM. Ho
BHE 3aBUCMMOCTH OT TOTO, HATrPEBAJIUChH JIU ITU XKU-
BOTHBIE C TTOMOIIIBIO TTAPYCOB WM, HA00OPOT, C MO-
MOIIIbIO HUX OHU pacCceuBaliy TEIUIO, BaKHO APYroe:
caMo 1o cebe Haauuyue TapycoB Ha CIHHAX Yy
006blIIeii YacTu IpyIin 6a30BbIX “TIEJIMKO3aBPOB” TO-
BOPUT O TOM, UTO 3TUM XUBOTHBIM TPeOOBAJIOCH IO
KpaliHeil Mepe TepuoanYeCKU MOBBIIIATh TeMIIepa-
Typy Teja, T.e. OHU U3HAYaJIbHO OBLIM MCUIOTEpMa-
mu. Crioco0 ke mojlydeHus Teria — ObUT JIM OH Ipe-
UMYIIECTBEHHO 3K30- WM SHIOTeHHBIM — UMEET B
JJAaHHOM CJTyyae BTOpOCTEeIleHHOe 3HaueHue. Mx usHa-
YaJIbHBINA TePMOOMOJIOIMYECKUI CTaTyC, CKOpee BCEro,
MOXHO OBbLITO ObI OIpENeUTh KaK OpagumeTadonmnye-
CKYI0, 3KTOTepMUYECKYIO TICUJIOTepMUIO (puc. 3).

Ddusnonornyeckne MeXaHU3Mbl TONACPKAHUS
BBICOKOI TeMIlepaTyphbl TeJjia, MO0 KpailHeil Mepe Ha
HadaJpbHOM 3Tarie, ynooHee M 3(p¢deKTUBHEE BCETO
OBLIO pa3BMBATh Y MEJIKO- WJIM CKOpee CpemHepas-
MEPHBIX (PeOKO — KPYIIHBIX, T.€. C INIMHHBIM XBO-
CTOM) >KMBOTHBIX. UMEHHO TaKOBBIMUA B OCHOBHOM U
OBLTH XKUBOTHBIC TPYIIHI “IIeTUKO3aBpOB”.

IToxa HEBO3MOXHO MOHSTH, KakKune (PU3NOTIOTH-
YeCcKre MeXaHU3Mbl PETYJISIIUU ObLIU JJI1 3TOTO U3-
HayaJbHO 3aJeliCTBOBaHbI, HO y PaHHUX MEJIKUX
POICTBEHHUKOB MJICKOITUTAIOIINX — TOJIyBOTHOTO
Castorocauda n “ropckoii 6enku” Megaconus — Ha
OKaMEHEJIOCTAX Y3Ke TPOCMaTPUBAINCh OCTATKA BO-
JocstHoro okpona (Ji et al., 2006; Zhou et al., 2013).
DTO KOCBEHHO CBHMIIETEIBCTBYET O BEICOKOM YPOBHE
TepMOMETa00JIM3Ma U O CTPEMJICHUU HE TEPSITh BITy-
CTY10 JOPOTOoii LIeHOI mosydaemoe Teruio. Kpome To-
TO, BIIOJTHE 0O0CHOBAHO TIPEATIOIOKEHUE O TOM, UTO
BBICOKUIA YPOBEHB TeMIIepaTyphbl TeJla 1 MeTaboIM3Ma
yKe CyIIeCTBOBaJ y IWHOOOHTOB W JULIMHOIOHTOB
(Rey et al., 2017). Ckopee Bcero, TepMoOMOIOTNYE-
CKOE COCTOSTHHE BCEX STUX KMBOTHBIX MOXHO OXapakK-
TEpU30BaTh KaK TaxMMETaOOJUUECKYIO, SHIOTEPMHU-
YecKylo TICUIoTepMuIo (puc. 3).

Jwnancuapl chopMupoBannch Ha 3eMiie TPUMEPHO
300 mutH JteT Ha3an. B aTo BpeMs MTOSIBMIIMCH U Tiep-
BBIC apXO3aBPHhI.
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B okeanax mpnmMepno 230 MiIH JIET Ha3am OOUTaIIN
IUIABaIOIINE SIIePhl MXTUO3aBPhI 1 TUIE3M03aBPHI, O
KOTOPBIX U3BECTHO, YTO OHU UMEJIA TeMIIepaTypy Te-
nma ~32—40°C (Billon-Bruyat et al., 2005). I[Tpuuem,
CKOpee BCero, y HUX ObljIa BEICOKAsI CKOPOCTh MeTa-
60113Ma, MOCKOIBKY MapajijieIbHO B JaHHOM HCCIIe-
JTOBAHWUU OBIJIN U3yYEeHBI OCTATKU OOUTABIIIX BMECTE
C HUMU IPYTUX XXUBOTHBIX: TEMITepaTyphbl Teda 3TUX
SIIepOB OBUIM OMHO3HAYHO BHIIIIE, YEM Y JIydeTlephIX
puI0 Enchodus, v CXOIHBI ¢ TEMIIEpaTypaMy 3y0aCThIX
Mopckux ritull Ichthyornis (Bernard et al., 2010; Har-
rell et al., 2016, 1 np.). Maio Toro, y4uThIBast TOJYIO
KOXXY UXTUO3aBPOB U IJIe3U03aBPOB, X ITOCTOSTHHOE
HaxXOXIEHUE B BOAEC M BBICOKYIO ABUTATEIbHYIO aK-
TUBHOCTb, UX TEIUIONOTEPU ObUIN, OYEBUIHO, OYCHD
BBICOKUMM, UTO TTOATBEPXKIAET UIEI0 00 UX TaXuMe-
TabOIMYECKON TTICUTIOTEPMUM.

Apxo3aepbr 1 apxo3zaspomopghbl ObLTIN 0a30BBIMU
¢dbopmaMu I MHOTUX TPYIIT CyXOTMyTHBIX AWATICUIL.
st 3TOrO BpeMeHU XapaKTepHBI apX03aBpbl KTEHO-
3aypUCIUIIbI, Y KOTOPBIX HA CIIMHAX UMEJIUCh TETLI0-
OOMEHHBIE TTapyca, YTO MOXET CBUIECTEIILCTBOBATh O
BBICOKOI1 TeMIlepaType Tejia. Cpeau Hanbosee CTapbixX
apxo3aBpoMopdoB npumepHo 247—174 MIH JieT Ha3an
KW TIPUMUTHUBHBIN apxo3aBp Azendohsaurus laaroussii
C BBICOKOI TeMIiepatypoii Tena, 180—150 MutH jieT Ha-
3a1 — Teaeo3aBpuabl Teleosauridae ¢ Temrieparypoii
testa ~27—31°C, a 167—150 MJIH J1eT Ha3am — METPUO-
punxu Metriorhynchidae ¢ Temnepartypoii Teya ~29—
37°C (Séon et al., 2020).

Bce aTut maHHBIE ¢ OOJBIIECH TN MEHBIIIEH cTene-
HBIO JOCTOBEPHOCTH MO3BOJISIOT MPEANOJaraTb, 4To
6a30BbIe apX03aBPBI OAHO3HAYHO OLUT ME30METa00-
JmueckumMu Ticriorepmamu (Cubo, Jalil, 2019; Séon
et al., 2020; Yepmun, 20218, 1 Op.), 1 UMEHHO Ha
3T0i1 6a3e PBOTIOLMOHUPOBAIIN OCTAJIBHBIE apX03aB-
poMopdBl — IWHO3aBPHI, INITEPO3aBPbl WM NTHUIIHL.
Kpoxoouisl ke, B OTIUYME OT OCTAJILHBIX TPYIIN, B
LIEJISIX 9KOHOMUM SHEPTUU U MO IPYTUM, TIOKA HE CO-
BCEM ITOHSITHBIM, IIPUYMHAM BEPHYJIUCH K Opagume-
TabOIMYECKON TTCUTTOTEPMUU.

IMToxoxe, yTo MHOTME (1IN, BO3MOXHO, BCE) NMU-
uemaszogvle OUH03aepbl OBLIA ME30MeTa00JIMUYECKUMU
ncuiaorepmaMu. OmHAKO MOXHO MPEArnojararb, 4To
OHHU MMEJIN pa3jIMIHbIe YPOBHU TEPMOMETA00IU3MA,
T.. ME30METabOJIMUYECKON mcumiioTepMuu. Tak, y
TpunepaToncoB (BecoMm 10 11 T) oTMeyeH BBICOKMIA
TEMJIOBOI MOTOK Ye€pe3 KOCTSIHOM BOPOTHHUK HA 11Iee
(Barrick et al., 1998), a y crerozaBpoB (o 4 T) uMme-
JINCh TIPOHM3aHHbIE TOHKMMM KaHajaMu (T.€. KpoBe-
HOCHBIMM COCYJIaMH1) KOCTSIHbIE€ IUTACTUHBI Ha CIIHE,
0€e3yCJI0BHO TMpeaHa3HA4YeHHbIE IS TePMOPEryJIsi-
muu (Hayashi et al., 2012) — ckopee Bcero, ISt OTaAa-
Y1 N30BITKOB TEIJIAa.
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VY wMaiiazaBpoB (D0 6 T) HUKAKUX CIIELMATBHBIX
TEIUIOOOMEHHBIX PaaMaTOPOB HE ObUIO, U, BO3MOXHO,
IIO3TOMY JOCTATOYHO BBICOKUIA YPOBEHb UX TEPMO-
MeTaboIM3Ma ONpeneisul O4eHb BBICOKYIO TEMIIEpa-
Typy Tena (mo 44°C), 6rnarogapst KOTOpOii OHU corpe-
BaJIM B CBOMX THe3max kKianku suil (Bi et al., 2020).
Maiia3zaBpbl, TEM HE MEHEE, CKOPEE BCEr0, TOXKE ObI-
JI1 ME30META0O0INYECKMMHU, a HE TaxuMeTaboanye-
CKMMH IICHJIOTEPMAaMU.

YV HEKOTOPBIX Auiepomasosuix 0uHo3aepos (Harpu-
Mep, Y TUTAHO3aBPOB — OPOHTO3aBPOB, TUILJIOI0KOB,
KaMapazaBpOB) ObLIa OTMEYeHA TOCTATOYHO BBICOKAS
TeMmnepaTypa Tesa — 10 38°C u maxe 6oiee (Eagle et al.,
2011). I'To Bceit BUIMMOCTH, COYeTAHNE ME30META00IIH -
YeCKOM IICUJIOTEPMHU C TUTAHTOTepMUEit ObLIO (hyHK-
OMOHAJIBHO 3((EeKTUBHBIM, 1 IO3TOMY Ha Ompele-
JIECHHOM 3Talle¢ 9BOJIIOLIMOHHOIO Pa3BUTHUSI, B paMKax
KOHKPETHBIX IpeagalTUBHBIX U MOIN(DUKAITMOHHBIX
BO3MOXHOCTE y 3TOM I'PYIIIIbl PENTUJINI, OHO OKa-
3aJI0Ch BEChbMa MEPCIIEKTUBHBIM.

CBOWCTBO TUTAaHTOTEPMHUM TIpU HEOOJBIINX
yIOEJIbHBIX 9HEPIeTUUECKUX 3aTpaTax CliocoOCTBOBA-
JIO YMEHBIIIEHUIO TETUIOBBIX ITOTEPh U MOAASPKAHUIO
BBICOKOM TeMIlepaTypbl Teaa. Ho ypoBeHb MeTabo-
JIu3Ma M, COOTBETCTBEHHO, SHAOTEPMUHU OBLT Y pa3-
HBIX JVUHO3aBPOB Pa3IMUHBIM.

Tak, Temmeparypa Tejga y TUpaHHO3aBpOB ObITa
HemHoruM Bbime 30°C (Barrick, Showers, 1994,
1999). I'pynmnoii yyeHbIX ObLIM CMOJEIMPOBAHBI Xa-
pakTepuctuku ux nBuxkeHus (Sellers et al., 2017).
ABTOPBI NCITOIBE30BaIN TU(PPOBYIO PEKOHCTPYKIINIO
HMCKOIIAEMOI0 CKeJIeTa W MPOBEIM KOMIIBIOTEPHOE
MOIEINPOBAHME C IOMOIIBIO ABYX METOJIOB — aHAJIU-
3a IMHAMUKW MHOTOTEJIbHBIX cucTeM (multibody dy-
namic analysis) u cTpecc-aHanu3a ckeiera (skeletal
stress analysis). [Iis pacyera ObLIa MCIIOJIb30BaHA
BechbMa CKpOMHasI OIIeHKA Beca TUpaHHo3aBpa — 7.2 T,
XOTSI MaKCHMaJIbHasl €ro OIleHKa MNpMOJIMXKaeTcs K
10 T (Hutchinson et al., 2011). Pe3ynbsTathl MoOmenm-
pOBaHMS IMOKa3ajau, YTO OEr ¢ TaKMM BECOM BBI3BAJl
OBl “HEJONYCTMMO BBICOKYIO HArpy3Ky Ha CKeieT”.
I1pomie roBops1, ecnyu OB TUPAHHO3aBP C TAKUM Be-
COM peImIcs OBICTPO TIPOOEKaTh, €r0 KOCTU ITPOCTO
ciomanuchk o1 (Sellers et al., 2017). Mano Toro, ¢ mo-
MOILbIO OPUTMHAIBHOW KOMIIBIOTEPHOW MOIEIU
(Natural Frequency Method), yunTsiBalo1eit padboty
IJIABHBIX MBI, HAarpy3Ky Ha CBSI3KM, YAaCTOTY IBU-
KEeHMS pa3HBIX YacTeil Tejla M KoJiebaHWiT XBOCTa
BBEPX-BHU3 BO BpeMs IBWXEHUS, UYTO MJISI 3TUX
JIMHO3aBPOB ObLIO YPE3BBIYAHO BaXKHO, ITOCKOIBKY
TOJILKO OJMH XBOCT BECHJI OKOJIO TOHHBI, TOJUIAH/I-
CKH€ HCCIeI0BaTeId CMOACIUPOBAIN MOXOAKY TH-
paHHO3aBpa, €ro ONTUMAJbHYI0 W MaKCHUMAaJIbHO
BO3MOXHYIO CKOPOCTb M IpyTU€ MapameTpbl IBHXKE-
Hus (Bijlert et al., 2021). ITo pe3yabTaraM pacueToB
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MOJIyYUJIOCh, YTO TUPAHHO3aBPHI ABUTAINCH HAMHO-
ro Me[UIeHHEee, YeM OT HUX MOXHO OBIJIO OBl OXKUIATh.
Hx cpegHsist onTUMAalibHAas CKOPOCTh ObLIa CpaBHUMA
CO CKOPOCTBIO IBVIXKEHUS YeJIOBEKa — OKOJIO 5 KM/,
a MakCUMAaJibHasi BO3MOXHAas CKOPOCTh MOTJa J0-
cturaTh 16 kM/4 u 6onee (Bijlert et al., 2021), xoTs,
CyIs TT0 BCEMY, OHM HEYaCTO 3TO UCIOIb30BaJIN.

Takum 06pa3oM, 3T TUTAHThI, BUAVMO, BEJIU Ha-
MHOTO 60Jiee CITOKOMHBIN 00pa3 KNU3HH, YeM TOT, KO-
TOPBII HaBSI3aH HaM 3HAMEHUTHIM dribMoM CTUBe-
Ha Crnmioepra “Ilapk 1opckoro mepmoma”. MoxkeT
OBITh MHOTJA OHU OBICTPO XOAWJIN, HAaNagaJIu Ha CBO-
WX MEIUITUTENIBHBIX TPaBOSIIHBIX XEPTB, MOXET OBITh
UCIIOJIBb3YS 3(HEKT HEOXKUITAHHOCTU, Y BPSII JIA TEM-
reparypa Ux Tejia CYIIeCTBEHHO MOBBIIIATIACH B pe-
3y/IbTaTe UX aKTUBHOCTU. TO eCTh, CKOpee BCEeTo, NX
AKTUBHOCTH OBIJIa TaKOBa, YTO OHU BPSI JIM OT Hee
neperpeBagnuch. M eciim y HUX He ObLIO CITeIIMaTbHBIX
TEeTJI000MEHHBIX 00pa30BaHUIf Ha CIMHAX, 3HAYUT, Y
HUX He ObUIO Y MOIIIHOTO SHAOT€HHOTO TEpPMOTEHE3a,
TeM 6oJiee MPEACTABISIONIETO ONACHOCTD IS JKU3HU.
M3 sToro crnenyet, YTO OOIMOJHUTEILHBINA SHIOTEH-
HBIII TepMOTeHe3, CKOpee BCETO, CYIIECTBOBAI Y TeX
JIUHO3aBPOB, Y KOTOPBIX MPUCYTCTBOBAIN TEILI000-
MeHHBbIe paguaTopbl. M y IMHO3aBpOB UMEHHO C
TaKUMU OOpa30BaHUSIMU MOT OBITh 3HAYMMBIN J10-
MOJTHUTEIbHBINA SHIOTEHHbBII TEPMOTEHE3.

B 1opckom nepuone Ha 3emie cpean SmepoTa3o-
BBIX JMHO3aBPOB ITOSBUJIUCH TIepBbIe IITULIETION00-
HbIe TPYMITbI, HO TeEM He MEHee 3TO IMOoKa ellle ObUIN
WMEHHO OWHO3aBpbl. [IpUYMH IIOSBIEHUS TaKOTO
NTULETTONO0HOTO MOPPOPU3NOIOTHISCKOTO THITA
MOTJIO OBITH HECKOJIBKO. CKOopee Bcero, B 0asnce pas3-
BUTHSI 5TOTO SBOJIOLIMOHHOTO HAIIpaBJICHUS JIeXKaIu
JIB€ BAXKHEMIIINX IPYHIThI CBOMCTB: 1) MOSBUBIIAsICS B
9TO BpeMsI TaxMMeTaboJudecKas IICUJIOTepMUS, a
TakKe 2) TpeaganTaiuyd U IMTOTSHIIMAIbHO BO3MOXK-
HBIE HamnpaBiaeHUS MOpdPoDU3NOTOTHYECKOTO pas3-
puths. Bech 3TOT KOMIIeke MopdodU3noIornde-
CKUMX XapaKTepUCTHUK oOecrieuynBall pa3BUTHE amarll-
Taouii K OBICTpOMY O€Ty M OCBOEHUIO BO3IYIITHOTO
MMPOCTpaHCTBa (HallpuMep, M3HAYAJIbHO — OOUTaHUE
B JIeCy ¢ MepenapXuBaHUEM C IepeBa Ha IepeBo), TIe
MOXHO OBbUIO MONYYUTh CEPbe3HbIC SKOJIOTUYCCKUE
MPEUMYIIECTBA, B YACTHOCTH, B CBSI3U C OTCYTCTBUEM
KOHKYpPEeHIIUM B Bo3ayxe. M To, u Ipyroe orpaHn4u-
BaJIO pa3Mephl Tejla, IIOCKOJBKY OBLIO 1ieiecoobpas-
HBIM 1 3((HEKTUBHBIM TOJBKO IS HEKPYITHBIX XK1~
BOTHBIX.

OnmHot U3 XapaKTepUCTHUK 3TOTO HOBOTO MOp(O-
(U3MOIOTrMIECKOrO TUIA KMBOTHBIX ObLIO HATMYME
Yy HUX NEepbeBOro MOKPOBa, KOTOPHIMA co3mgaBajl 3@ -
(GEKTUBHBIN WHCYISIIIMOHHBIN CIIOM, CITOCOOCTBYIO-
L1 COXpaHEeHMIO TeIlIa B Tejie. Takass MHCYJISIIUS —
NpU3HaAK, COMPOBOXAAIOUINIA U CUTHAJIU3UPYIOLINIA
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0 HaJIMYMU TaxXUMeTaOOoJIMIeCKOM IICUJIOTCpPMHUHU, O
YCM YK€ TOBOPMJIOCH BBIIIC.

Boo6iie, pBymmecs ocBamBaTh CBOOOZHOE OT
KOHKYPEHIIUM TIPOCTPAHCTBO — HEOO — AUHO3aBPHI
MPOAEMOHCTPUPOBAJIA MHOXECTBO 3BOJIIOLIMOHHBIX
MOTBITOK OCBOUTH BO3OYIIHYIO cpeny. MHorma stu
MOTBITKM CO3[aBaii BeChbMa IPUYYIIUBBLIX KUBOT-
HBIX, COUETAIONINX B cebe CaMbIM HEOXMIAHHBIM 00pa-
30M CBOICTBA M3 Pa3IMYHBIX HAIPABJICHUI Pa3BUTHSL.
Tak, y HeOONBIINX TUHO3aBPOB aMOonTepukca (Am-
bopteryx) u Yi gi (Xu et al., 2015) Ha KPBUIbSIX UMEINCH
KOXXaHBIe TTIePEMOHKM, KaK y JIETYYMX MBIIIEH, a TeJIO
OBLIO TTOKPBITO TEPhIMU, KaK y ITHII.

ITouTu B TO ke BpeMsl WU 9yTh ITO33Ke MOSIBUIUCH
TepBbIe TITULETTONOOHBIC TMHO3aBPhI, UMEIOIIIE MHO-
ro obmmx 4epT ¢ rriaMu. Cpeny TIepBhIX NTULIETIO-
JIOOHBIX IMHO3aBPOB ObUIN aypOpHUC (Aurornis) pa3Mme-
pOM ¢ coBpeMeHHOoro (a3aHa (160 MiIH JieT Ha3am) u
apXeOpHUC, UK apXeoITepukc (Archaeopteryx) — 3y-
GacTas TepBONTUIIA BEIMYUHON C BOPOHY, C IJIWH-
HBIMU TIepbsIMM KaK Ha MepeaHnX, TaK U Ha 3aJHUX
Janax, XXunias mpuMepHo 150—147 maH neT Ha3a.

YyTh 103Ke IOSIBUINCH IIEPBbIE HACTOSIINE HE-
KPYIHBIE ITUILHI C 0€33yObIM KITIOBOM — KOH(PYIINY-
copHuchl (Confuciusornis) pasmMepom ¢ BopoHy (125—
120 MH JIeT Ha3am), a TaKKe pa3Hble 0e33y0bie U
elre 3yoaTbie NTULBL: TaHbCYC (Gansus) pa3MepoM C
rojiy0si, HO BBIIVISAEBIINI KakK rarapa Wjin HBIPOK
(110 maH neT Ha3am); 3y0acThlii MOPCKOM UXTHUOP-
Huc (Ichthyornis) BeIMYMHON IIPUMEPHO C TOIyOs
(90—84 muH et Ha3am); OeCKPBLUIbIM HEJISTAIOIIMIA,
HO TIpE€KpacHO IIaBalolIWii, KPyMHbIA, JJIWUHOK 10
1.8 M recnepopHuc (Hesperornis) (75 MJIH JeT Ha3am),
u ap. M3 Bcex 3TUX UCKOMAaeMBbIX IITUIL Y UXTUOPHUCA
ObLIa oIIpeaesieHa TeMIlepaTypa Tejia, 1 OHa COCTaBU-
na okono 39°C (Bernard et al., 2010; Harrell et al.,
2016).

IIprmepHO B TO e BpeMsl M Jaxke HEMHOTO TIO3IHEe
B KJIale SIIepOTa30BbIX MapauIeIbHO MOSBISINCH
HEKPYITHbIE TITHIIETIONOOHBIE TWHO3aBPHI, TMOKPHI-
ThIe NepbsIMu: Kayaunrtepukc (Caudipteryx) Beamdu-
HOI ¢ MHIEHKY (125—120 MJIH JI€T Ha3a:); CUHO3aB-
porntepukc (Sinosauropteryx) BETUIMHON C KPYITHOTO
¢dazana (125—122 maH net Hazaxn); oBupamTop (Ovi-
raptor) nivuHoi okosio 2 M (90—70 MiH JieT Ha3an);
TpoonoH (Troodon) no 2.5 M B mimHy 1 10 50 Kr Beca
(78—75 muH neT Ha3anm); paxoHaBuc (Rahonavis) nim-
HOM 0K0J10 60 CM 1 BECOM HEMHOI'MM 00Jiee MOAYyKM-
JorpamMma (TipuMepHo 72—66 MJIH JieT Ha3am). Y HUX
OBbUTM NITUYBU KPBUIBS C IIMHHBIMU MaxXOBBIM U TTe-
PbSIMH, KOTOPBIE COUYETAJINCh C COBEPIIIEHHO pEIl-
TWJIBHBIM CTPOEHUEM OCTaJIbHOTO TeJia. belu 1 npy-
TMe TOJOOHBIC XKMBOTHBIE. MBI VXK€ YIIOMHHAIU O
TOM, YTO Y HEKOTOPBIX M3 HUX OTMEYCHO HAIMIHNE
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IIOCTOSIHHOI BBICOKO#1 TeMIepaTypsl Teaa — 1o 38°C
(Eagle et al., 2015; Dawson et al., 2020).

ITo Bceit BUAMMOCTH, MIEPEXOIHI OT Gpaan- K Me30-
U TeM 0oJiee K TaXMMETa0OJINYECKOM TICUITOTePMUN
OBLIU YpE3BhIYATHO BAKHBIMU BOJTIOLIMOHHBIMU CO-
OpITUIMU. BO3MOXHO, OHM Oa3mpoBaJnCh Ha pas3-
JINYHBIX OMOXUMHMYECKUX MEXaHMU3MaX KakK B LIEJIOM,
TaK U Y pa3HbIX TPYMII U KJIaA B YaCTHOCTHU. [J1aBHOE,
KaK MBI yKe TOBOPWJIM BbIIIe, — (DU3UOJIOTUIECKAS
HAIIPaBJIEHHOCTb Ha TMOBBIIICHUE W CTAOMJIM3ALIIO
BBICOKOI TeMITepaTyphbl Teja. Takum obpa3oM, 1o
HaleMy IpeaCTaBICHUIO, TIPOSIBIICHUS CPEIHETO, a 3a-
TE€M M BBICOKOTO YPOBHEM 6a3aIlbHOro MeTaboIm3Ma 1
SHIOTEHHOM TEIUIONPOAYKIINY HOSIBUINCH Y HEKOTO-
PBIX TPYIII XKUBOTHBIX KaK JUCKPETHBIE OMOXUMUYE-
CKMe XapaKTepUCTUKU, CKOpee BCEro, Kak BaxKHeil-
mue apomopdossl (Yepmun, 2012, 2017, 2021a, 0).

PA3JIMYNA B MEXAHNU3MAX
TEITJIOKPOBHOCTHU MEXAY
INTUOAMU N MJIEKOITUTAIOLLIMUMHU

YV Hac HeT BO3MOXHOCTH MCCIIECIOBATH OMOXMMMU -
YyecKre OCOOEHHOCTM TepMOreHe3a Yy IMHO3aBpOB
WIn TepuonoHToB. Ho cpaBHEHME 3TUX NIPOLIECCOB Y
NTULL 1 MJIIEKOITUTAIOLIMX, SIBJISIOLIMXCI KOHEYHBIMU
3BEHbSIMM Pa3HBIX BETBE 3BOJIIOLIMOHHOIO pa3BU-
THUS, KOE-4YTO 00 3TOM MOKET paccKas3aTh.

M mnexonuTamliye, U ITUIBI 00J1a1al0T HACTOSI -
1Iei BHAOTEepMUEi, T.€. BBICOKAs TeMIlepaTypa Ux Te-
Jla TIOOAEP>KMBAETCS IIPEUMYIIECTBEHHO 3a CYeT
BHYTPEHHEN TeruionpoaykKuuu. Ho Ttem He MeHee
MPUHIIMIIEL €€ OpTaHU3alMK Y ABYX 3TUX T'PYIII HE-
CKOJIBKO paznnyarorcsa. OCHOBHBIM, XOTS U HE SOUH-
CTBEHHBIM TE€PMOI'€HHBLIM OPraHOM Yy 3Bepeil (ma-
HEeHTAPHBIX MJIEKOIUTAIOIINX ), KaK BEICIICH (DOPMBI
B IUIaHE Pa3BUTUS SHIOTEPMUH, SIBIISIETCS Oypast X1-
poBasi TKaHb. HU y Kakux Apyrux MI€KONUTAIOLIUX
(ODHOIIPOXOOHBIX M CyMYaThiX), KaK M y APYrux
TPYIII XXKUBOTHBIX BOOOIIIE, TAKOM Ba>kKHOM TKAaHU HET.

MoxXHO BBIIECIUTH IBa BUOAa TepMoreHesa. Ilep-
BBEINT — 5TO 00S13aTEILHBINA TePMOTeHe3, OCHOBAHHBIN
Ha 0a3aJbHOM METa0OJIM3Me, HEOOXOOWMBIN IJIs
noaaepXKaHUs XU3HEAEATEAbHOCTU XKUBOTHOTO. OH
BKJIIOYAeT MHAYLIMPOBAHHBIA IMUTAHUEM TE€PMOIe-
He3, CBSI3aHHBIA C IepeBapMBaHMEM IIUIIU U €€
ycBoeHreM. Ho B KoHTakTax ¢ HeOJIaronmpusITHBIMA
YCJIOBUSIMM BHEIIHEH cpeabl >KUBOTHBIC TOIKHBI
3aIycKaTrhb (PU3MOJIOTUYECKHE MPOIEeCChl, Ha3bIBae-
MBI€ TEPMOPETYJISITOPHBIM TEPMOTEHE30M. DTOT (ha-
KYJIbTAaTUBHBIM TEPMOI€HE3 MOXKET MPOUCXOAUTH B
CKEJIETHBIX MBIIIIIaX pHU pu3ndeckoi padore, WiIn B
OTBET Ha XOJIOAOBOE BO3MEHCTBHUE (IpOxKaTeIbHBII
TepPMOT€HEe3), WIN B Oypoii XHUPOBOM TKaHU y IUIA-
LIEHTAPHBIX MJICKONUTAIOMMNX (HeApOoXKaTeIbHbIA
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TepMmoreHe3). [ITUIIBI MOTYT AEMOHCTPUPOBATH MOIII -
HYIO OTBETHYIO peaKIIMI0 Ha XOJIOJOBOI CTpecc Kak
3a CYET IPOXKATEILHOTO TEPMOTeHe3a, TaK U 0e3 HETO
3a CUYeT YBeJIMYeHMsI CKOpocTu MeTaboymama (Bicudo
et al., 2001). DTo TOBOPUT O IIPUCYTCTBUHU Y IITHUII HE-
IPpOXaTeIbHOTO TEPMOTeHe3a, HECMOTPSI Ha TO, YTO Y
HUX HeT Oyporo xkupa (Mozo et al., 2005).

Bnaromapst cemeiicTBy pasoOmaomnx OeIKOB
UCP(1-3) mporcxoasT 3K30TepMUIECKIE PEaAKIIUN.
Ho UCP muiekonuTaonyx v ITUL pa3IndaloTcs Kak
MO0 OMOXUMMYECKOM CTPYKTYpE, TaK U MO (HU3NOJIO-
TUYECKUM (DYHKIIUSIM.

B MUTOXOHIPUSX NMPUCYTCTBYIOT BHYTPEHHSISI U
BHeIIHIS MeMOpanbl. Ha BHyTpeHHeit MeMOpaHe
HaAXOOSITCSI HEKOTOpPBIE MUTOXOHIpHAJbHEIE Tepe-
HOCYMKHN METa0O0JIMTOB, KOTOPBIE MEPEHOCIT aHUO-
Hbl AT®, AJID, docdar, okcormyrapaT, MajaT WIK
mryraMat u ap. K TakuMm rmepeHocYKaM OTHOCUTCS U
pazoomaromuii 6enok UCP1. Hocurenp m kKaHan
pasIMYalOTC MaKCUMAaJbHOI CKOPOCTBIO TpaHC-
nopTta (B KaHaJie OHa HAMHOTO BBIIIIE) U TUITOM B3a-
UMOJIEHCTBUS C TPAHCIOPTUPYEMBIMU MOJIEKYJIa-
Mu. Y Hocuteseil 0ojee TeCHOE B3aMMOICHCTBUE
MIPUBOIUT K USMEHEHUIO CTPYKTYPhI O€J1Ka, HE00XO-
numoro mist tpaHcnopra (Kramer, 1994), Torna kak
B KaHaJie MOHBI mpoxomaT yepe3 mopsl (Jan L., Jan Y.,
1989). B 1980-x romax ObUIM CEKBEHUPOBAHbBI HOCH-
tesib AT®/AI® n UCPI1 (Aquila et al., 1982, 1985;
Saraste, Walker, 1982; Bouillaud et al., 1986).

IIpu cpaBHeHUM aMWHOKHUCIIOTHOM TOCIEIOBa-
TenbHOCTH pa3nuaHbIX ¢opm UCP ntun n Miekomnmm-
TaInX BbIICHMIOCH, yTo UCP 1rruir 6mmke 1o
crpyktype kX UCP2 u UCP3 (okono 70%), yem K
UCP1 (55%) (Raimbault et al., 2001; Vianna et al.,
2001). daktnuyecku GUNOIOrMUECKast POJib M30-
dopm UCP2 u UCP3, ux ygacTre B TepMOTeHE3€e, UX
pazoomaomuii 3ddexT (Imo KpailHeill Mepe IS
UCP2) u ux 3Ha4eHUE in vivo 10 KOHIIA €IIIe HE OIIpe-
neneHsl (Ricquier, Bouillaud, 2000a, b). Crieriuans-
HBIE HCclenoBaHUs Ha MbImiax (Arsenijevic et al.,
2000; Vidal-Puig et al., 2000; Clapham et al., 2000)
noka3piBaloT, 4yro ¢yHKumg UCP mmun Omrke K
¢yakumgm UCP2 mwm UCP3, mim xxe UCP ntun
MOXET BHITIOJIHATH Pa3HbIe POJIU B 3aBUCUMOCTHU OT
JIOKAIM3aluy TKAaHU WIN (PU3NOJIOTUYECKOTO COCTO-
gaHus. Hampumep, HM3BECTHO, UYTO IIEPEHOCUYUK
AT®O/AND obnagaeT pa3oblIaiomeil aKTUBHOCTBIO
MIpU BO3IEMCTBUM Xoao04a Ha KpbIC (Simonyan, Sku-
lachev, 1998), uTo TakXe mpeanoaracTcs 1 IJIsl ITHULL
(Toyomizu et al., 2002).

IIpu >TOM y OMHOIIPOXOOHBIX U CyMYaThIX CUJIb-
Hee BbIpaXk€H COKpATUTENbHBIN, T.€. ApOXKaTEAbHbINA
TEPMOT€HE3, a Yy IJIallEHTAapPHBIX — HECOKPAaTUTEJIb-
HBII, HeapoxXaTelbHbIl TepMoreHes (Cinonum, 1952,
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1986, 1 op.). ApoxXaTenbHbIA TEPMOTeHE3 TaK3Ke Mpe-
BaJIUPYET U Y NTHUII, XOTSI YACTUYHO B MBIIIIAX U B
JIPYTUX TKAHSX Y HUX MOXKET IIPUCYTCTBOBATb U He-
IpOXKaTeJIbHBII TEPMOTEHE3, HECMOTPSI Ha OTCYTCTBHUE
y HuX Oypoii xkupoBoii Tkanu (Toyomizu et al., 2002;
Mozo et al., 2005; Legendre, Davesne, 2020, u ap.).

Takum 06pa3oM, MOXXHO cKa3aTh, YTO OMOXUMUYE-
CKME MeXaHM3Mbl TEPMOTEHe3a Y IITUL] Y MJICKOITUTA-
IOILIMX, TaK K€ KaK U MEXaHU3MBbI MX TEPMOPETYJISILIN,
OTJIMYAIOTCS ApYyT OT Apyra. Jpyrumu cioBamu, oGe
TPYIIIBI JOCTUTAIOT COCTOSIHUSI TaXMMETa00IMIYEeCKOM
MICWJIOTEPMUHU, HO Pa3HBIMU 3BOTIOLMOHHBIMHY ITyTSI-
MU. A 3TO, B CBOIO OUepe/ib, CBUAETEIBCTBYET O BHICO-
KO 3HAYMMOCTHU BBEACHHOTO HaMU MTOHSITUS “TICUIIO-
TepMUU” B BOJIIOLIMY ITO3BOHOYHBIX XKUBOTHBIX.

PA3JIMYUA MEXY MICUJIOTEPMUEN
[TO3BOHOYHbLIX U TEIUIOJIIOBUBOCTbBIO
HEKOTOPDBIX BECITO3BOHOYHBIX

Eme ¢ navana 1930-x rogoB M.JI. CTpeabHUKOB
n3yJyall TeMrepaTyphl Tejla y pas3HbIX IpyMIil 6ecrno-
3BOHOYHBIX XXMBOTHBIX B €CTECTBEHHBIX YCJIOBMSIX.
OH BBISICHWJI, YTO MHOTHWE aKTHUBHBIC HACEKOMbIEC
HY>KJIAI0TCSI B BHICOKUX TeMITepaTypax Teja (OJu3KuX
K 40°C), 110 TOBOAY YeTO0 OITy0JINKOBAaJ LIEIYIO CEPUIO
crareii (CtpenbHUKOB, 1932, 1934, 1935a, 0, u np.).

Ho neno B Tom, 4TO JTI060€ HIOTEHHOE TTOBBITIIE-
HHUE TeMITepaTyphl Tella ¥ HaCEeKOMBIX ITPOMCXOIUT
TOJIBKO IBYMSI ITYTSIMU: 3a CUET HarpeBaHUS OT BHEIII-
HUX ICTOYHUKOB (B OCHOBHOM OT COJTHIIA) VJTA 32 CUET
COKpPAaTUTETLHOTO TepMoreHe3a (Ojaromapst pabote
MBIIIILL, YTO SIBJISIETCS] y HUX HE JeHCTBUEM, CIlellallb-
HO HaIIpaBJICHHBIM Ha TTOBHITIIEHUE TeMITepaTyphl Te-
J1a, a TOOOYHBIM CIIEICTBHUEM MX aKTUBHOCTH). TO eCcTh
Y HMX He HaOJIrogaeTcsl TO camMoil “HallpaBJI€HHO-
cTH” Ha TOBBIIIICHNE TeMIIepaTyphl Teja. B otmmame
OT MO3BOHOYHBIX, OHU CHEUUAIBHO HArpeBaroTCs
TOJBKO TSI UCTTOJTHEHMS KaKUX-TO BaXXHBIX (pU3HUO0-
JIOTUYECKNX (DYHKIIMIA: TepeBapyMBaHUsI, pocTa W
pa3BUTHS, CIIEUATBHBIX (POPM AesATeTbHOCTH (COOp
B KYJIWUTU W KOJIJICKTUBHBIC TIepeJIeTHl Y capaH4M)
" T.. TakuM o6pa3oM, OeiicTBHE CITEIIMATBHOTO pe-
T'YJSITOPHOTO MEXaHN3Ma, 3aCTaBJISIIONIETO TOTHIMATD
TeMITepaTypy Tejia, Y 6eCITIO3BOHOYHBIX HE OTMEYAeTCsI.
IMosToMy, HeCMOTpsT Ha TO, YTO GECIIO3BOHOUYHBIE
MMEIOT BEICOKYIO TeMITepaTypy Tejla, OHU He SIBJISTIOT-
¢S TICUJTOTEPMaMMU.

3AKJIFOUEHHME

1. B ¢cBsI31 ¢ M”3MEeHEHUEM TTIOHUMAaHUS TIPUOPUTE -
TOB B TEpPMOOMOJIOTUYECKIX B3aUMOIECTBUSIX ITPE/ -
JIOXXEH HOBBINM BapHaHT OIIMCAaHUS TePMOOMOJIOTUYE-
CKHX CTaTyCOB ITO3BOHOYHBIX KMBOTHHIX. B ocCHOBE
Ne 6
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STOTO OIMMCAHMS JIEKAT ABA MOHATHUSI. XaMUIIOTEPMUS —
TUIT TEPMOOUOJIOTMYECKOTO CTaTyca, MpU KOTOPOM
KMUBOTHBIC UMEIOT TeMIIepaTypy Teja, MaJio OTJInYa-
IOIIYIOCSI OT TeMIepaTypbl BHEIIHEN cpeabl, Jaile
Bcero Huxe 28—30°C, 1 He cTpeMsITCd HallpaBJIeHHO
€€ MOBBIIIATh (PBIOBI M OObIIAas YacTh aM(pUOMit).
IIcunorepMus — TUIT TEPMOOHOJIOTUYECKOTO CTATYyCA,
MPU KOTOPOM Y SKMBOTHBIX OTMEYAETCSI HAIIpaBIIEH-
HOCTBH Ha IEPUOANYECKOE MU TTOCTOSTHHOE MTOBBIIIIE-
HUE W yaepXaHUe TeMIIepaTyphl Tela B IIpeaenax
npuMepHO oT 28—30 1o 45°C (B 3aBUCUIMOCTH OT BU-
ma). Ilpy sTtoM TemmepaTypa Tejla IICUJIOTEPMOB
OOBIYHO BHIIIIE TeMIIepaTypbl BHEIIHEH Cpelbl, UYTO
JOCTUTAETCS MCIIOIb30BAaHMEM JTUO0 BHEIIITHETO TeM-
J1a, TM60 BHAOT€HHOTO TEPMOIeHe3a.

2. [TossBneHue pCHTI/IJ'II/Iﬁ B 9BOJIIOIITMM OBHAME€HO-
BaJIO 1 MOABJIICHUE TICUJIOTEPMUHU, ITOCKOJIBKY CaMU
OHM U BCC€ JKMBOTHBIC, pa3BUBIIMECA B 3BOJIOIINN HA
X OCHOBE, CTaJIN IICUJIOTEpMaMMU.

3. UMeHHO NcuJIOTepMHus cTajia Toi 6a30ii, OCHO-
BOM, HAa KOTOPOU MPOU3O0LUIN JaJbHENUIIEEe CTAHOB-
JieHre 1 Mopdohu3noIornieckas 3BoII01Ms [T03BO-
HOYHBbIX.

4. INcunorepMust MOKET OBITH pasiesicHa Ha He-
CKOJIBKO OCHOBHBIX THUIIOB.

bpadumemabonruneckas ncusomepmus — TUI Tep-
MOOMOJIOTHYECKOTO CTaTyca, IPU KOTOPOM KMBOT-
HBIC, B pa3Mepax 0OBIYHO He TTpeBhIatoIime 1—4 M,
TMOCTOSTHHO WJIA 9aCTh BPEMEHM CYTOK (TIepHOIMIe-
CKM) MOTHUMAIOT U YASPXKUBAIOT TeMIIepaTypy Teja
Ha IOCTaTOYHO BBICOKOM ypoBHe (Brilre 28—30°C) B
OCHOBHOM 3a CYET BHEITHUX UCTOYHUKOB TeTlIa TP
HU3KOM YpPOBHE TepMOMETa0OIM3Ma, IperMYIIe-
CTBEHHO ITOCPEICTBOM 3KTOTEPMHOTO, MONKMIO-
TEpMHOTO TUTIOB TepMopeTyisimiu. K 6panmmerado-
JIMYECKUM TICHJIOTepMaM OTHOCSITCS BCE COBpeMeH-
HBIE€ PENTWINKA 1, BO3MOXHO, “IIeJIMKO3aBphI”.

Mezomemabonuueckas ncuromepmusi — TAT TEPMO-
OMOJIOTMYECKOTO CTaTyca, MMPU KOTOPOM XXUBOTHBIE IO~
CTOSTHHO WJIM 4acCTb BPEMEHM CYTOK (Ie€pUOINYECKU)
TOAHUMAIOT U YIEP>XKMBAIOT TeMIIepaTypy Tejla Ha J10-
CTaTOYHO BLICOKOM ypoBHe (BbIiIe 28—30°C) nmocpen-
CTBOM CPEIHEro YpOBHS T€pMOMETa00JM3Ma SHI0-
TepPMHBIM, TOMOMOTEPMHBIM WJIU TMTaHTOTEPMHBIM
TUNaMu TepMoperyiasauuu. K mezoMeTadboamyecKum
TICUJIOTEpMaM OTHOCSITCSI MHOTUE TEPUOMOHTHI, ap-
X03aBpOMOpP®bI, AMHO3ABPHI.

Taxumemaboauueckas ncuisomepmusi — TAT TEPMO-
OGUOJIOTUYECKOTO CTaTyca, P KOTOPOM XKMBOTHBIE
CTpEMSTCS ITIOCTOSIHHO TIOAHUMATh U yIep>KUBaTh
TeMIIEpaTypy Teja Ha JTOCTATOYHO BHICOKOM YPOBHE
(ot 28—30 mo mpumepHO 44°C), 4TO pearn3yeTcs Mo-
CPEICTBOM OTHOCHUTEJIBHO BEICOKOTO YPOBHS TEPMO-
MeTaboJIn3Ma U B OCHOBHOM 3HIOTEPMHBIM, TOMOI-
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OTEPMHBIM THUIIOM TEPMOPETYIALUN Y KUBOTHBIX
pa3HbIX pa3MEPOB, YACTO CBSI3aHHBIM C Pa3BUTUEM
VHCYJISIIUU (TIePhsI, MEX, TOJICTBIM CJIOM IMTOAKOXHOTO
xwupa). K taxumeraboandyeckKum MICUIoTepMaM OT-
HOCSITCS HEKOTOpBIE 3BOJIOLMOHHO MPOIBUHYTHIE
TepUOAOHTHI (LIUHOAOHTHI, TULIMHOMAOHTHI), MITHUIIE-
nomo6HbIE TMHO3aBPhI (OBUPATNITOPHI, TPOOIOHEI, ap-
XEOIITEPUKCHI U MIP.), KPYITHBIE MOPCKUE PENTUINU
(MO3a3aBpbl, UXTUO3aBPhI U TIE3M03aBPhI), a TAKKE
pa3BUTHIC HACTOSIIINE NITUIHI ¥ MJICKOITUTAOIIINE.

OmnucaHbl HEKOTOpBIE BaxKHEHIIEe OMOXUMHUYE-
CKHU€ pa3iMuMs B 00€CIEYeHUM SHIOTEPMUM Y TITULL
1 MJIEKOTIUTAIOIIUX.

5. Ilcunotepmusi — BaXKHEUIIasgs XapakKTepUCTUKA
PENTWINIA U BCEX MTO3BOHOYHBIX XKUBOTHBIX, PA3BUB-
muxcs Ha nx ocHoBe. Ho ocTaeTcst HEeM3BeCTHBIM pe-
TYJSILAOHHBIM ME€XaHU3M B LIEHTPaJbHOW HEPBHOM
cUCTeMe U, BOBMOXHO, KaKue-To Apyrue (Ouoxumu-
yeckue, GU3UO0JIOTUIYECKUE U TTIP.) OCOOEHHOCTH, KO-
TOpPBIE OMPENENSIOT U MONNECPKUBAIOT MPOSIBICHUS
3TOTO CBOWCTBA y PENTWINM, TITUL U MJIEKOTTUTAIO-
IAX, B TOM YHUCJIE U Y YETTOBEKA.
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Evolution of thermobiological status in vertebrate animals.
2. Development of the relationship with temperature in vertebrate animals
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This is the second part of the analytical review devoted to the origin and evolutionary development of rela-
tions between different aspects of vertebrate biology with the temperature and heat factor. A new vision and
description of the thermobiological statuses of vertebrates has been proposed. The main feature underlying
the classification of thermobiological statuses is the physiological need and orientation to increase and main-
tain periodically or constantly the body temperature above 28—30°C. Moreover, the way by which this prop-
erty is realized (homeo- or poikilothermy, ecto- or endothermy, brady- or tachymetabolism) is only of sec-
ondary importance. Hamilothermia is the thermobiological status of vertebrate animals, in which the body
temperature is close to the ambient temperatures, and its level did not rise in a directed manner and was not
maintained by the animals above 28—30°C (fish, amphibians). Psilothermy is the thermobiological status of
vertebrates, in which the body temperature is usually higher than the ambient temperature, and which pro-
vides the physiological need of a periodic or constant increase and maintenance of body temperature above
28—30°C. One of the most important features of the first reptiles that appeared in evolution is their psilother-
my. All animals that developed on their basis in course of further evolution were already psilothermic. “Peli-
cosaurs” and all modern reptiles belong to bradymetabolic psilotherms. To mesometabolic psilotherms be-
long many theriodonts, archosauromorphs, dinosaurs, pterosaurs. To tachymetabolic psilotherms — some
evolutionarily advanced theriodonts (cynodonts, dicynodonts) and birdlike dinosaurs (oviraptors, troodons,
archeopteryx, etc.), large marine reptiles (mosasaurs, ichthyosaurs and plesiosaurs), as well as present birds
and mammals. Some of the most important biochemical differences in the maintenance of endothermia in
birds and mammals are described.
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NHOOPMALIMA O XXKYPHAJIE

“2KypHau o61eii 6uooruu” BEIITycCKaeTcs 6 pa3 B
ron Poccuiickoii akageMueil HayK U ImyOJMKyeT Ma-
Tepuaabl 110 MPOoOJeMaTUKE, IIPEACTABISIONIC MH-
Tepec ISl IIMPOKOTo Kpyra OMOJIOTOB. Y3KOCHE M-
aJIbHbIe MaTepuaJibl MOTYT OBITb OITyOJIMKOBAHBI B
WCKJIIOUUTEJIBHBIX CJIydasx IO IIpeaBapUTEIbHOMY
comacoBaHuio ¢ PenakiimoHHOU KoJjieruei B ToM
cliydae, €CId OHUY CBSI3aHBI C HOBEUIIIMMU TOCTUKE-
HHUSIMHU B “TOYKax pocTa” COBpEeMEHHON HAayKW WJIHN
MPEACTABIISIIOT OCOOBI MHTEpEC B METOAMYECKOM
OTHOIIeHUHU. YacTh OnmyOJIMKOBaHHBIX CTaTeil, OTOM -
paeMBbIX IT0 penieHnio Penkomernu, myonnkyeTcs: B
AHIJIOSI3BIYHOM BEPCUM XKypHaJia B COCTaBe U3IaHUS
“Biology Bulletin Reviews”, BbIlycKaeMoOro Mexmy-
HapOIHBIM M3HATEJIbCTBOM. ABTOPBI II€PEBOTHBIX
cTaTeil, COBMECTHO C pelaKIUeN KypHaja, ydacTBy-
IOT B IOATOTOBKE CTaTeil Ha CTaguU IIepeBoa Ha aH-
DIUMCKUIA SI3bIK U KOPPEKTYPHI TEKCTA.

TUIbI NYBJIUKALIUN

ZKypHai myonmmKyeT opuriHajJbHbBIE 1 0030pHBIC
CTaTbU, a TAKXKe pelieH3uu 1 XpoHuku. Cepuu crarteit
mon oOIIMM Ha3BaHMEM IIPUHUMAIOTCS B MCKITIOUM-
TEJILHBIX CJIyJasix Mo penieHuio PegakiimoHHOM KO-
JIETUW TIOCJie MpeACTaBIeHUSI aBTOPOM BceX cTaTeid
CepuM M UX MONOXKUTeIbHOI oneHku. [lyonukanus
MaTepuanioB KOH(MepeHIINi, CUMITO3UYMOB, “KpYyT-
JIBIX CTOJIOB”, TIKOJI W T.I1. BO3MOXHa MO COoTJlacoBa-
Huio ¢ Penkomterueii. CoorBercTByommuM Oprko-
MUTETaM CJieayeT oOpaliaThCs C MPEMIOXKEHUSIMHI K
I'maBHOMY penakTopy wiu B Pemakuuio “KypHana
oO1eit 6uonorun”. Bece mpencraBiisieMble MaTepHra-
JIBI IPOXOIAT PElIeH3MPOBaHNE BHEITHUX CIIeIINAIN -
CTOB, oTOMpaembix PemaklimoHHOII KoJjuerueit, u
MyOJIMKYIOTCSI TIOCJIE TOJIOXUTEJILHOIO OT3hIBA pe-
LICH3EeHTOB 1 WieHOB PenakiimoHnHoi kojiernu. Pe-
JIaKIMsT OCTaBJISIET 32 COOO MpaBo MPOU3BOIUTH CO-
KpallleHUS WIM CTUINCTUYSCKIE U3MEHEHUS TeKCTa,
He 3aTparuBalolline COIepXKaTeIbHOKM CTOPOHBI CTa-
TbU, O€3 comlacoBaHUsl ¢ aBTopoM(amu). Ilpencras-
JsieMble B Penakiinio pyKoImmucu He MOTYT OBITh OITyO-
JIUKOBaHbl paHee B APYIMX MU3NAHUSIX (U30ATENb-
CTBax) WIM OJHOBPEMEHHO HaIlpaBJieHbl B JIpyrue
n3naHus (U3maTeabcTBa) ST olryoamkoBaHus. K
PacCMOTPEHUIO He IIPUHUMAIOTCS CTaThM, HapyIliaio-
IIMe 3TUKY MyOIUKalUii: CTaTbsl COASPXKUT TIaruar
(B TOM 4HMCJIe caMoIlUIaruaT) M 3auMCTBOBaHUS Oe3
pa3pelIeHnii ImpaBoooIagaTesieii.

INonroToBNeHHYI0 K TIeYaTH PYKOIMCH CIIETyeT
repenaBath B Pemakiimio xXypHaja depe3 M3maTeiib-
ckuii moptan Pleiades Publishing (https://pub-
lish.sciencejournals.ru/login) wiM HampaBlISITb Ha
NEKTPOHHBIN anpec Pemakumu — obbio@pleia-
desonline.com. HoBble cTaThy peaakiiyst IpUHUMAET
TOJIBKO B 3JIEKTpOHHOI1 Bepcuu B popmate DOC. by-
Ma)KHBII BApUAHT MPENOCTABISATH HE HY>KHO!

B cocTaB a51eKTpOHHOIT BepcuM pyKONUCHU TOJIK-
HBI BXOOUTH: (baiiyibl, comepKallue BCE 3JIESMEHTBI
cTaThi (TEKCT, TaOIUIIbI, WUIIOCTPALIMU), U MCXOI-
Hble aijibl WLTIOCTpALii, COOTBETCTBYIOIIME TEX-
HUYECKUM TpeOOBaHUSIM.

ITPABOOTHOIIEHUSA C USAATEJIBCTBOM

PaccmoTpenue mpencraBiIsIEMbIX MaTepHaIoOB
BO3MOXKHO TOJIBKO MoOcCJe 3aKiaoueHus “JloroBopa o
repenadye aBTOPCKOTO IpaBa” MeXIy aBTOPOM (aBTO-
pamu) u Poccuiickoii akageMueil HayK B JIMIIE TJ1aB-
Horo penaktopa “ZKypHana ob6ueii 6uonorun”. K
PYKOITMCHU HEOOXOAMMO IIPUJIOXUThL 3aIllOJTHEHHBIN
aBTopoM (aBTOpamm) “JIOoroBop O MpemoCTaBICHUU
IpaBa UCIIOJb30BaHMUS CTaThbM B HAYYHOM XypHaje”
(o6pasen cM. Ha calite Mi3narenbcTBa http://science-
journals.ru/pub/license_agreement_ru.docx).

O®OPMJIEHUE PYKOITUCEN

ABTOpaM ciienyeT oOpaTUTh CEpbe3HOE BHUMaHNE
Ha opopMJICHHE HaIlpaBisieMbIX B “2KypHan o0lieit
OmoJIornM” PYKOITMCEM, TaK KaK OTXOJ OT TpebGoBa-
HUI Penakiuiyy MoXeT CUJIBHO 3afepKaTh IMyOJnKa-
IIUIO WUTM CTaTh OCHOBAHMEM TSI OTKJIOHEHUS PyKO-
micu 6e3 ee pacCCMOTPEHUSI TI0 CYIIIECTBY.

1. O0beM pyKoOImMCH He OOJKEH IIpeBbIIaTh
35 cTp., BKIOYas TabaULIbl, UJUTIOCTPALIUU Y CIIUCOK
JmTeparypshl. A3bIK ITyOIUKaIWid pyCCKUIA.

2. TIlepBas cTpaHMIAa pYKOIIMCHU 0O0S3aTEIbHO
JOoJKHA coaepxath: kKoa YK (kpoMme KpaTKux pe-
LEH3UI 1 MHOOPMAIIMOHHBIX COOOIIEeHMIT), Ha3Ba-
HUE CTaTbU, MHULIMAABI 1 (pamMuanio(u) aBTopa(oB),
MOUYTOBBI afpec OpraHu3aluu, COTPYIHUKOM KOTO-
poii sBnsieTcsl aBTOp(bI), aHHOTALUIO (CM. HIKE)
(KpoMe KpaTKHUX PeLeH31i 1 UTHHOPMAIITMOHHBIX CO-
obieHuii). Heobxoanumo Takke yKa3aTh aapec 3JIeK-
TPOHHOI ITOYTHI, II0 KOTOPOMY MOXKHO CBSI3bIBAaThCSI
C aBTOPOM.
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3. Ha3Banme cTaThbu JOJDKHO KPaTKO, HO MaKCH-
MaJIbHO TOUHO OTpaxKaThb 3aTPOHYTYIO IpoodieMy. MU3-
OeraiiTe HEKOHKpPETHBIX Ha3BaHuit Tuna “K Borpocy
0 poisiit 3H3uMa N B racTpyiasaunu X, TIOMHHATE, 9TO
cJioBa, (purypupyloiiye B Ha3BaHUU, UCITOJIb3YIOTCS
KakK KJII0YeBble B pPa3IMUHbIX UH(HOPMAILIMOHHBIX CU-
creMax. YeTkoe 1 TOYHOE Ha3BaHUE CTAaTbM — BaXK-
HEeHIMii croco® TIpuBJIeYh BHUMAaHHUE IITMPOKOTO
Kpyra yueHbIX K Bamreit pabote. Hazpanus opraHus-
MOB IIeJIecCOOOpa3HO IaBaTh B 3aroJIOBKE ITO-JIATHH-
CKU, TIOJIHOCThIO (PO, BMA) M yKa3blBaTb IIPUHAI-
JIEXXHOCTb K BBICIIIMM TaKCOHaM (3a UCKIIOYEHUEM
00111eM3BECTHBIX 00BEKTOB Bpoae Drosophila melano-
gaster, Esherichia coli n T.11.).

4. AuHoranua. [IpucTynas K HanucaHWIO aHHOTA-
UM, IOMHUTE, 4TO IJIsI OOJILIIOTO Kpyra yuraTelieid
BCe 3HAKOMCTBO ¢ Baiireii ctatbeit orpaHuInTCS IpO-
YTeHUEM ee Ha3BaHUsI U aHHOTaluu. IToaToMy OoTHe-
CUTECh K aHHOTALIUM KaK K YpEe3BbIYAaiHO BAXKHOI 1
OTBETCTBEHHOI padoTe. He yrmmoTpebasgiiTe BeIpaxke-
HUI TUIIA “CTaThs ITOCBSIIeHAa OOCYXXISHUIO ITpOo0dJIe-
MBEL...” WIN “00CyXIeHbBI IPUYNHBI U BEICKA3aHbI He-
KOTOpPBIE COOOpakeHUS O IpHpoIe...”, KOTOphble HE
HecyT HUKakoi uHdopMaluu o BaieM Bkiame B
pa3paboTKy IIPOOIEMEI, a TAKKE YMCTO JAeKIapaTUB-
HBIX CCHTEHIINI Bpolie “maHHas ImpodieMa mMeeT Cy-
IIECTBEHHOE TEOPETUYECKOE U HEMATIOBAXKHOE MpaK-
THYecKoe 3HaveHue”. TeKCT aHHOTALMM IOJDKEH
OBITh MAaKCUMaJIbHO MH(pOPMATUBHBIM M OTpaxKaTh
TpeXe BCEro OCHOBHbBIE pe3ybTaThl Ballieil padoThl
U, TI0 ME€pPe BO3MOXKHOCTHU, CIIOCOOBI MX IOTYyYCHMSI.
HMuorma uenecoo6pa3Ho MPUBECTU KPATKOE 00OCHO-
BaHME OCHOBHOM 3amauu Bamieii paboThI, XXeaTesb-
HO YKa3bIBaTh MECTO MPOBEICHUS MUCCICIOBAHUSI U
Ha3BaHMs UCIIOJIb30BAaHHBIX 00BEKTOB. Bece BumoBbIe
Ha3BaHUS OPTraHU3MOB CJIeAyeT aBaTh MOJHOCThIO,
€CJIM HeOOXOAUMO — C YKa3aHHMEM MX IPpUHAIJIECKHO-
CTH K BBHICIIIEMY TaKCOHY [Hampumep, Asellus aquati-
cus (Isopoda: Crustacea)]; aBTOpPOB IpH JAaTHHCKUX
Ha3BaHUSIX NPHUBOAUTE TOJLKO TOINa, KOrma 3TO
MPUHIWINAAIBHO BaXXHO IJI IIOHMMAHUS COmepKa-
HUs cTaTbU. EC/Iu OCHOBHBIM pe3yJbTaToOM pabOThI
SIBJISIIOTCSI OIIpee/IeHHbIC KOJIUYeCTBEHHbBIC IT0Ka3a-
TEJIM WIN K€ MaTeMaThuIecKue (hopMyJIbl, ITocTapaii-
T€Ch BKJIIOYUTH MX B TEKCT aHHOTALIMM C YKa3aHUEM
3HAYEHUI BCeX BJIEMEHTOB (opmyiibl. OITUMAIIb-
HBIIT 00beM aHHOTalMM — oT 0.5 1o 1 cTpaHuIIbI.

K pykomnucu IOKHO OBITh MPUJIOKEHO pe3loMe
Ha aHIJIMMCKOM sI3bIKe, BKIIOUaolllee Ha3BaHUE CTa-
ThW, TPAHCIUTEpALNIO (paMUINL aBTOPOB U OOIIe-
MPUHSTOE Ha3BaHWE YUPEXIAEHUsI, TIe BBLITTOJHEHA
pabora.

5. TeKcT Bcex pa3lieoB CTaTbU, BKJIIOUask TEKCTO-
BYIO 4acTh TaG/ull, JOJDKEH OBITh HalleyaTaH depes
1.5 maTepBama 12 xernem, mpudt Times New Ro-
man, Ha CTaHIapTHEIX JIUcTax opMaTa A4 ¢ JIEBbIM
noyieM He MeHee 3.5 cMm. Crapaiitech 136erath Moji-
CTPOUYHBIX MpuMedaHnii. Ecinm ke oH1 HeoOXOIMHI,
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TO JOJDKHBI OBITh CHAOXKEHBI CKBO3HOM HyMepalnein
1 TIpPUBENEHBI Ha TOH (TeX) CTpaHUIIe, Ha KOTOPOM K
HUM J1aHa OTCHIIKA. JJomyCTUMBI TOJIBKO CTaHIapT-
HBIE cokpamieHus. O0paTnuTe 0coO00e BHUMaHNE Ha
YyeTKOE HalMcaHue MaTeMaTu4eCcKnX GopMyJl U CIie-
LaIbHBIX CUMBOJIOB, HE 3a0yabTe yKa3aThb pa3Mep-
HOCTb BEJIMYMH U OOO3HAaUEeHUS BCeEX WIEHOB
¢dopMyII; K CUMBOJIaM, KOTOPBIE JIETKO MOTYT OBITh
CITyTaHBI C APYTUMU 3HAKAMHU, CIIEAYET JaTh COOTBET-
CTByIOIIIEE MOSICHEHME B IIpuMedYaHusaX. [1pn mepBom
YIIOMUHAHUM TAKCOHA CJIEAYeT MPUBECTU €0 IMMOJTHOE
Ha3BaHue (poIOBOE Ha3BaHME UM BUIIOBOIl DIIUTET);
JIJATUHCKWE Ha3BaHUWS POIOB M BUIOB IIeUATAIOTCS
KypcuBOM (Ha3BaHUSI TaKCOHOB IMPOYMX PAHTOB HE
reyaraloTcs KypcuBoM). Ha moJistx pykoncu B COOT-
BETCTBYIOIIIMX MeECTax >KeJlaTeJIbHO yKa3aTh MECTO B
TEKCTE PUCYHKOB M TaOJINII.

6. PyOpukanus TeKcTa — HEOOXOIMMBINA 3JIEMEHT
BCeX cTaTeil, KpoMe KpaTKUX peLieH3ui U nH(hopMa-
ONOHHBIX cooOureHuii. YeM detde pyopmImpoBaH
Baim TekcT, TeM Bbillle BEpOSITHOCTh aIcKBaTHOTO MO-
HuMmaHusl Bamux uaeii yurtarensm. Pegakius npu-
BETCTBYET TPAIUIIMOHHOE YJIECHEHUE TEeKCTa Ha pa3-
nensl BBeneHue (camo ciioBo “BBeneHue” 1pu 3ToM
He neyaTtaeTcsi), MaTtepuaybl 1 MeToabl, Pe3ynbTarhl,
OO0cyxneHue pe3yiabTaToB, 3akiodyeHue (BrIBoabr),
HO TIpUeMJIeT U WHYIO CTPYKTYpPY COOTBETCTBEHHO
cnelnruke KOHKPETHOM CTaThU MPU YCJIOBUM Orpa-
HUUYEHHOTo 00beMa U YETKOTO MMEHOBAHUS pasjie-
JoB. Ilocne 3axkimiodyeHus1 pa3MelIaloOTCs pasaeibl
bnaromapHoctu (xoyuteram M peneH3eHTam), Pu-
HaHcupoBaHue (MH(oOpMalMs O rpaHTax u Jboit
Ipyroii (uHaHCOBOUW moOAAEpKKE HCCIeIOBaHMIA),
KoHMaukT uHTepecoB (Hajiuuve WM OTCYTCTBHUE
KOH(MIMKTa UHTEpECOB B (PMHAHCOBOU WJIM KaKOM-
100 UHOM chepe).

IIpu nomave craTeil B XXypHaJIbl OMOJIOTMYECKOMN
TeMaTUKU 00sI3aTeIbHBIM siBisieTcss paszgen o Co-
OJIIOIEHNY DTUYSCKHUX CTAHIAPTOB: €CJIN paboTa CBSI-
3aHa C UCCeIOBAaHUSIMU, B KOTOPBIX B KAUECTBE 00b-
eKTa HCCJIeOBAaHUII MCHOIb3YIOTCS XUBOTHBIE, TO
HEOOXOOMMO yKa3aTh, UTO CTaHAAPTHI pabOTHI C HU-
MU cobJironeHbl. Eciin ke aKCmepuMeHThl Ha JKMBOT-
HEBIX HEe IIPOBOMWIMCH, TO CIeayeT Hamucath: “Ha-
CTOSIIIIAS CTAaThsI HE COMEPKUT KaKMX-JIMO0 UCCIEI0-
BaHUI C WCIIOJIb30BaHUEM KWBOTHBIX B KauyecTBe
00OBEKTOB”.

7. IlutupoBanue JuTepatrypnl. B Tekcrte ciemyer
CCBIJIAThCS CIJIEAYIOIINM O0pa3oM Ha pabOTHI, Halle-
yaTaHHble KUpuimueckuMu mpudramu: (FOpues,
1992) unmu “...B cmbiciae A.M. Toamauesa (1931)...”
(c HempeMeHHBIM yKa3aHueM MHUIIUAJIOB), Ha pabo-
ThI, HaTleyaTaHHbIe JaTuHuLei: (Schulte, 1989) nin
“...no Pormarnepy (Rothmaler, 1976)...” (6e3 nHHAIINA-
aioB aBTopa). Ilpu ccruTke Ha HECKOMBKO padOT O~
HOTO aBTOpa UX CJAeAyeT MePEeUUCIsSITb B XpPOHOJIOT Y-
YeCKOM ITOpSIIKE, MCIIONb3YysS IIPU HEeOOXOOUMOCTU
OyKBEHHbIE MHIAEKCHI 11 0003HAYEHUST pa3HbIX pa-
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60T, OITyOJIMKOBAHHBIX B OIUH U TOT Xe TOJI, Hallpu-
Mep (Schafer, 1984, 1985b) unu b.M. MupkuH (1989,
1996). I1lpu omHOBpPEMEHHOI CCHUIKE Ha HECKOJILKO
paboT pasHBIX aBTOPOB MX CJIEAyeT MEPEUMCIATH B
XPOHOJIOTUYECKOM MOPSIIKE, OTIACIIA OAPYr OT Apyra
Toukoit ¢ 3amnsroit: (Fogg, 1965; IlIHiokoBa, 1977,
3umuna, CaszbikuHa, 1987). Ilpu cCBUIKE Ha COB-
MECTHYIO paboTy 0oJjiee IBYX aBTOPOB CJEOyeT HC-
I0JIb30BaTh COKpallleHUs u Ap. wiu et al. mocie pa-
My riepBoro aBropa: (Tufail et al., 1989; Bypkos-
ckuit m np., 1997). Ilpu npsMoM LIMTUPOBAHUU
TeKCTa HeOoOXOOUMO B CCHUIKE YKa3biBaTh HOMEP
crpanuibl. HeoOxommmo MakcuManbHO H30eraTh
CCBUIOK Ha HEU3JaHHbIE U HEOMyOJMKOBAaHHBIC Ma-
TepuaJibl, a TAKXKE HAa HEHAAEKHbBIE UICTOUHUKHU B MH-
TepHeTe. EC/IM cChIIKa Ha UICTOYHUK COIEPXKUT TOJb-
ko URL ampec, To Takasg ccChIJIKa OOJDKHA OBITh
odopMIIeHa MPSIMO B TEKCTE CTAaTbU B BUAE TUIIEp-
JINHKA.

CIMCOK UUTUPOBAHHOM TUTEepaTyphl IIpUIaracT-
Csl ¢ HOBOI1 CTpaHMIIBI TTOCJIe OCHOBHOTO TeKcTa. Pa-
OOTHI ITeYaTaloTCsI C JIEBBIM a03allHBIM OTCTYIIOM
(BBICTYIIOM BJIEBO) B ai(paBUTHOM IOpsiAKe 1o a-
MUJIUSIM aBTOPOB U B XPOHOJIOTMYECKOM TOPSIIKE —
pabotel omHoro aBTOpa. CHavajia IIepeYMCIISTIOTCS
paboThl HA OCHOBE KUPWJUIUIIEI, 3aTeM — Ha OCHOBE
JIATUHCKOM a30yKMU.

Oo6pa3zel] IMTUPOBAHMUS pabOT B CITHCKE:
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8. Tabamupl IpUIararoTcsl Ha OTAEIbHBIX CTPAHU-
[ax I1ocJie COUCKa IMTUPOBAHHOM JIMTEpaTyphl, OHU
JIOJDKHBI OBITH CHAOXEHBI HOMEpPaMU B TTOPSIIKE OT-
CBIJIKM K HUM B OCHOBHOM TeKcTe. Bce TaGmauIIbI
JIOJDKHBI UMETh YeTKHe Ha3BaHMs. TekcToBast 4acTh
TaOJIMIIBI IeUaTaeTcs yepes 1.5 marepBana, 6e3 ropm-
30HTAJIbHBIX Pa3Ie/IUTEIbHBIX JIMHUNA 3a MCKIIIOYE-
HUEM JUHUM, OTACISIONIell Ha3BaHUS KOJIOHOK OT
COOCTBEHHO TaOJMYHBIX JaHHBIX. Bce konoHku Tabd-
JIMIIBI TOJKHBI UMETh MOHSITHBIE Ha3BaHUS (17151 9KO-
HOMMH MecCTa IOIYCTUMBI COKpallleHWs, paciamd-
pOBKa KOTOPHIX JOJKHA OBITH IIPUJIOKEHA B IIPUMeE-
YyaHUSIX K Tabnuie). JaHHbIe TaOMWUL HE HOJKHBI
IyOJIMpoBaTh OCHOBHOI TEKCT.

9. Nnmoctpauum, ¢otorpacduu u rpaduku 10KHbI
OBITH YEPHO-0EJILIMU, KOHTPACTHBIMU U COJIEPKATh
MUHMMYM TE€KCTOBOM MH(pOpPMaLIM, KOTOPYIO CJIe-
JIyeT BBIHOCUTH B IOAIIMCHU K PUCYHKaM, 3a MCKJII0UYe-
HUEM pacIIM@pPOBKU rpadUueCKUX CUMBOJIOB, KOTO-
past JOJKHA OBITH pa3MellleHa B TeJle pUCYHKa B BUIIE
JgereHapl. I1yOonukanuss MJLTIOCTpallMii B LIBETE HO-
ITyCKaeTCsI TOJIBKO ITOCyIe coriacoBaHms ¢ Pemakiimeit
XypHana. Mmoctpaniuy OJKHBL UMETh pa3MEpHI,
COOTBETCTBYIOIIME UX UH(POpMATUBHOCTU: 8—8.5 cM
(Ha ogHY KOJOHKY) uiau 17—17.5 cM (Ha n1Be KOJIOH-
KM); I Haamucer v 00O3HAYEHUI HCITOJIb3yUTe
cranmaptHeie Truelype mpudrtel. I'padpnku n nma-
rpaMMBbI XeJIaTeJIbHO I'OTOBUTh B BEKTOPHBIX I'pa-
¢udecKuX pegakTopax C paspellleHHueM He HIXe
600 dpi, TonmmuHa TMHUIA HE JOKHA OBITh MEHbIIIE
0.5 pt; nas BeKTOpHOM rpaduKu BCe MCIOJIb30BaH-
HBI€ IIPUQPTHI TOJKHBI OBITh BKIIIOYSHBI B (haiiil.

10. IMommucn k mamocrpamusam. Bce wmmroctpa-
oy, Oyab TOo rpapudecKre puCyHKU, rpaduKy WIn
doTorpadum, UMEHYIOTCI “pUCYHKaMHU~’ ¢ OOIIei
CKBO3HOI HyMepallveii COOTBETCTBEHHO LIUTUPOBa-
HUIO X B OCHOBHOM TeKcTe. Kaxnplit pUCyHOK IOJI-
JKeH UMETh o0lllee Ha3BaHue, (hparMeHTbl PUCYHKaA
TaKKe TOJKHBI OBITh TIOMMEHOBAHBI Kak d, 0, 6 U T.1I.
IMonmucy K pucyHKaM IPEACTaBIISIIOT Ha TTOCIIeTHEeN
CTpaHMIIEe TEKCTa, Aajiee CACAYIOT CaMU PUCYHKHU 6e3
noanuceii. Ilpym 3ToM ¢ PyKONMUCHIO 00s3aTEIBHO
JIOJKHBI OBITH CIaHBI MCXOOHBIE (haiiibl MILTIOCTPA-
IIUTA.

11. K pykommcu Tak:ke MOXET ObITh IMPHUIOKEHO
ITonynsipHoe pe3tome 1151 TTyOIMKALIMU Ha caliTe XXyp-
Hasa. B monynsipHom pe3roMme oobeMoM 1—5 cTp. aB-
TOPBI JOJKHBI MPEIeIbHO IIPOCTHIM U TTOHSITHBIM
SI3BIKOM, KeJIaTeIbHO Oe3 CrielInaibHO TEPMUHOIO-
MU, OOBICHUTL AKTYaJbHOCTb TEMbl U U3JIOXUTH
HanboJiee BaXKHbIE I UHTEPECHBIE PE3YJILTATHI U BbI-
BOJIbI, TIPEICTABIEHHBIE B CTAThE.

12. ITonyyenue aaeKTpoHHoro orrucka. [1o 3aBep-
IIEHUN ITOATOTOBKU CTAaTbU Brl IMMOJIYYUTE OKOH4Ya-
TeJIbHYIO Bepcuio Imyoaukanuu B ¢opmate PDF.
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