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O1leHKa pojy 0T60pa B 9BOMIOILINUYM MUTOXOHAPMAIbHBIX TEHOMOB
KOpeHHOTro HacejieHus1 Cubupun
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AHHOTauumA. iccnepoBaHua xapaktepa nameHUnBocTn mutoxoHapuanbHor HK (MtHK) B nonynaunax yenoseka Bbl-
ABUN, YTO GENOK-KOAMPYIOLLME reHbl HAXOAATCA Mo AENCTBMEM OTPULLATENBHOTO (OUMLLAIOLLEr0) OTOOPA, MOCKOMbKY
MyTaLMOHHble creKTpbl reHoB MTAHK xapakTepur3ytoTca BbipaXkeHHbIM npeobnafjaHnem CUHOHMMMYHBIX 3aMeH Haf
HEeCMHOHVMMUYHbIMK (BenuumHa napameTpa Ka/Ks < 1). Mexpay Tem B pAfe nccnefoBaHuii NokasaHo, YTo aganTtaumsa
nonynsAuuniA K pasfinyHbIM YCIOBUAM NPUPOAHON CPefbl MOXKET COMPOBOXAATbCA OCnabneHreM oTpuULaTeENbHOrO OT-
60pa B HekoTopbix reHax MTAHK. Tak, paHee 6OblI0 YyCTaHOBMIEHO, YTO B apKTMYECKMX MOMyNALMAX OTPMLATENbHbIN
oT6op ocnabneH B MATOXOHAPWANbHOM reHe ATP6, kogupytowem oaHy 13 cybbeguHuy ATO-cumHTasbl. B HacToAwein
pabote nposeneH Ka/Ks-aHanu3 MUTOXOHAPMANbHbBIX FEHOB B 60MbLUMX BbIGOPKaX TPEX PErvoHanbHbIX Fpynn Hace-
nenna Eespasun: Cnbupm (N = 803), 3anagHoin Asun/3akaskasba (N = 753) n BoctouHon EBponbl (N = 707). OcHoBHas
uenb paboTbl — NOWCK CeA0B aaanTBHOW 3BonouMmn B reHax MTAHK KopeHHoro HaceneHusa Cubupu, npeactaBneH-
HOro HaceneHviem ceBepa (KOpsAKM, 3BeHbl) 1 tora Cnbupmn n npuneratollein Tepputopumn Cesepo-BoctouHoro Kutas
(6ypsATbl, 6apryTbl, xamHuraHe). C nomoubto ctaHgapTHoro Ka/Ks-aHanmsa yctaHoBneHo, yto Bce reHbl MTAHK Bo Bcex
N3YUeHHbIX PernoHanbHbIX FPynmnax HaceneHnsa UCNbITbIBAKOT AeNCTBYE oTpULaTenbHoro otbopa. Hanbonee Bbicokme
3HaveHuA Ka/Ks B pa3nnyHbix permoHanbHbIX BbIOOpKax 06Hapy»KeHbl MPakTUYeCKn B O4HOM 1 TOM e Habope reHos,
Koampytowmx cy6beanHuubl ATO-cuHTasbl (ATP6, ATPS), HAH-nernaporeHasHoro komnnekca (ND1, ND2, ND3) v uu-
Toxpom bc;-komnnekca (CYB). Camoe Bbicokoe 3HayeHune Ka/Ks, ykasbiBatollee Ha ocnabneHune oTpuLaTenbHOro oT-
60pa, BbIsABNEHO B reHe ATP6 B cMbupcKol rpynne. Pe3ynbTaTbl aHanmsa, BbINOJHEHHOTO € Momolyblo MeToga FUBAR
(naket nporpamm HyPhy) n HanpaBneHHoro Ha nouck kogoHos MTAHK, HaxopAwWwmMxca noa aenctanem otbopa, Takxe
noKasanu npeobnagaHue BANAHUA OTpULATENIbHOTO OTOOPa HaZ NONOXKUTENIbHBIM OTOOPOM BO BCEX rpynnax Hacene-
HUA. B cBUPCKMX NOMyNALUUAX HYKNEOTUAHbIE MO3MLMM, HAXOAALWMNECA NOA AeCTBUEM MOSTIOXKUTENBHOrO 0T6opa 1
accouunnpoBaHHble ¢ rannorpynnamu MTAHK, 3apernctpupoBaHbl He Ha ceBepe (YTO OXMAAETCA B NMPELNONOKEHUN
aganTueHon 3sontouun MTAHK), a Ha tore Cnbupn.
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Abstract. Studies of the nature of mitochondrial DNA (mtDNA) variability in human populations have shown that pro-
tein-coding genes are under negative (purifying) selection, since their mutation spectra are characterized by a pro-
nounced predominance of synonymous substitutions over non-synonymous ones (Ka/Ks < 1). Meanwhile, a number of
studies have shown that the adaptation of populations to various environmental conditions may be accompanied by a
relaxation of negative selection in some mtDNA genes. For example, it was previously found that in Arctic populations,
negative selection is relaxed in the mitochondrial ATP6 gene, which encodes one of the subunits of ATP synthase. In this
work, we performed a Ka/Ks analysis of mitochondrial genes in large samples of three regional population groups in
Eurasia: Siberia (N = 803), Western Asia/Transcaucasia (N = 753), and Eastern Europe (N = 707). The main goal of this
work is to search for traces of adaptive evolution in the mtDNA genes of aboriginal peoples of Siberia represented by
populations of the north (Koryaks, Evens) and the south of Siberia and the adjacent territory of Northeast China (Bu-
ryats, Barghuts, Khamnigans). Using standard Ka/Ks analysis, it was found that all mtDNA genes in all studied regional
population groups are subject to negative selection. The highest Ka/Ks values in different regional samples were found
in almost the same set of genes encoding subunits of ATP synthase (ATP6, ATP8), NADH dehydrogenase complex (ND1,
ND2, ND3), and cytochrome bc; complex (CYB). The highest Ka/Ks value, indicating a relaxation of negative selection,
was found in the ATP6 gene in the Siberian group. The results of the analysis performed using the FUBAR method
(HyPhy software package) and aimed at searching for mtDNA codons under the influence of selection also showed the
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OueHKa ponu oT6opa B 3B0MIOLMM
MUTOXOHZPUANbHbIX FEHOMOB KOPeHHOro HaceneHus Cubupu

predominance of negative selection over positive selection in all population groups. In Siberian populations, nucleo-
tide sites that are under positive selection and associated with mtDNA haplogroups were registered not in the north
(which is expected under the assumption of adaptive evolution of mtDNA), but in the south of Siberia.
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BBepeHune

Muroxonnpuanssas JJHK (mtIHK) siBisieTcst oTImYHbIM HH-
CTPYMEHTOM JUIs HCCIICIOBAHUS 3BOTIOIIOHHON HCTOPHH Ye-
JIOBEYECTBA, YTO CBSI3aHO C TAKMMH OCOOEHHOCTSAMH reHOMa
MUTOXOH/IPHI, KaK HAacJIeJOBaHUE IO MaTEPUHCKOH JIMHNY Oe3
PEKOMOMHAILIMIA U BBICOKAsI, B CPABHEHUH C SIJICPHBIM TEHOMOM,
CKOPOCTh HakoruteHust MyTarwii (Brown et al., 1979; Giles et
al., 1980). [TocTenenHoe HAKOTUICHNE MYy TaIMi B TAIFIOTHIIAX
mT/IHK nipuBoauT k hopMupoBanuio rpyni GpuioreHeTnye-
CKH POJICTBEHHBIX TaruioTHNOB (T.e. rarmorpymn MtIHK),
KOTOPBIE XapaKTEePU3YIOTCS TOMYJSIIMOHHO-CIICIN(HUIHBIM
pacrpenencauem (Wallace, 1995). Cuagasna ObL1H OOHApPYIKE-
HbI KOHTHHEHTAJIbHBIE MAaKpPOTaIIOr PYTIITBI, & O3XKE, IT0 Mepe
YBEIUYCHUS pa3periaroniei ciocoornoctr anamusa Mt/ JHK —
OT CEKBEHUPOBaHUs OTAeNbHBIX yuacTkoB MT/IHK mo mo-
CJIEI0BATEIBHOCTEH 1EIBIX MUTOTEHOMOB, OBIIH BBISIBICHEI
stHocnenupuunsle ramtorpynnsl MT/IHK (Olivieri et al.,
2017; Derenko et al., 2019; Garcia et al., 2020).

Pe3ynbraThl MOMyNsSIMOHHO-TEHETHUECKUX HCCIIEI0BAHUN
nocieanux 20 JIeT CBUIETENIBCTBYIOT O OOJIBIIOM 3HAYCHUH
OTPHUIATENILHOTO 0TOOpa B (PYHKIIMOHMPOBAHUU TEHOMA MH-
toxounpuit (Mishmar et al., 2003; Elson et al., 2004; Kivisild
et al., 2006; Ingman, Gyllensten, 2007; Sun et al., 2007;
Jepenko, Manspuyk, 2010; Eltsov et al., 2010; Malyarchuk,
2011; JlutBuHOB 1 1p., 2020). DT0 00YCIOBICHO, MPEXKIC
BCETO, OOJIBIION Ba)KHOCTBIO 3TOH M€HETHYECKOH CHUCTEMBI,
obecrieunBaroIiei padboTy AbIXaTeIbHOM 1IeTTH MUTOXOHPUH.
I'enbl, kopupyromye cyObeIMHNIIBI OETKOBBIX KOMILIEKCOB
neixarensHOU nern (HAJIH-yOuXxuHOH-0KCHIOPEyKTa3HO-
IO, IUTOXPOM b ;, TMTOXPOM c-0KcuazHoro, AT®-cunrazHo-
T0), COCTABISIIOT IpUMeEpHO 70 % MUTOXOHIPHUAIEHOTO F'€HO-
Ma. BbIcoKasi KOHCEpBaTUBHOCTh STHX T€HOB 00YyCIIOBJIEHA
CYIIECTBEHHBIM NpeolialaHieM CHHOHMMHUYHBIX 3aMEH B
pazmuunbix reHax MTIHK (Ks) Han HecurornMuaabME (Ka),
MPUBOSIINME K 3aMEHAM aMHHOKHCIIOT.

B paHHMX HCCIEIOBAHUSIX IOKA3aHO, YTO MUTOXOHIPHAIb-
HBIE TeHBI MOT'YT OBITh ITOJIBEP>KEHBI ICHCTBHIO MOTOKHUTEIb-
HOTo 0TOOPA, BETYIIETo K MPEBATUPOBAHHIO YHCIIAa HECHHOHH-
MHUYHBIX 3aMEH HaJl CAHOHUMHYHBIMH, B CBSI3H C aJlanTainei
MOMYJISIUN YeIOBEKa K PA3IMYHBIM YCIOBHUSIM IIPHUPOTHOM
cpensl (Mishmar et al., 2003). Tak, OTKJIOHEHHE OT HEUTPAITb-
Hoit Mmozenu uzmenunBoctu MT/IHK Op110 3apeructpupoBaso
B Pa3IIMYHBIX PETHOHAIBHBIX TPyMIax HacereHust EBpasum n
Awmepuku. AHanu3 pacnpenenenus sHaueHni Ka/Ks moxkasann,
YTO B aPKTUYECKOH 30HE OTPHUIATEIBHBIA 0TOOpP 0CNabiIcH B
MUTOXOHApHaNsHOM rerne ATP6, B ymepenHoi 30He (EBpo-
na) — B rene CYB, a B Tponnueckoii 30He — B reHax COI u
ND3 (Mishmar et al., 2003; Ingman, Gyllensten, 2007).

[Ipeobnamanne noswimeHHBIX 3HaueHUH Ka/Ks B rene
ATP6 y naceyneHHsl apKTUYECKOH 30HBI (B CHOMPCKHX U ce-
BEPOAMEPUKAHCKUX MOMYJSIIMAX) B CPABHEHUH C APYTUMH

peruoHaMu OOBSICHSJIOCH aJanTalueil MOMmyJISIUi K yCIlo-
BusiM Kpaiinero Cesepa (Mishmar et al., 2003). I'en ATP6
KOJIPYET CyObeIMHNUITY 6 MUTOXOHIpHaIbHON AT®D-crHTassl,
Y4acTBYIOIIEH B CONPSKEHUH NMPOLEcCOoB Mpoaykiuu ATD u
TeTUIa JUTsl OJ/Iep KaHus] TEMIIEPATyPhI Tela, ¥ TOITOMY TIpea-
TOJIaraeTcs, YTO BApUAHTHI MOTMMOP(H3Ma, YMEHBIIAIOIINE
3 PEKTUBHOCTB COMPSIKEHHSI, MOT'YT OBITh BBITOJIHBI B yCJIO-
BUSIX XOJIOIOBOTO CTpecca, MOCKOIbKY OHU CIIOCOOCTBYIOT
YBEIMUYCHUIO IPON3BOICTBA TEIUIA M CKOPOCTH MeTaboIn3Ma
B 11esioM (Mishmar et al., 2003).

[To3xe OBLIO BBIABIEHO, YTO NOBBIIICHHBIC 3HAYCHUS
Ka/Ks B rene ATP6 npeBannpyoT y BOcTouHbIX a3uaros (El-
son et al., 2004; Sun et al., 2007). B npyrom ucciienoBanuu
MHUTOXOH/IPUAIbHBIX TEHOMOB HacesneHus: CeBepHol Azuu
(Ingman, Gyllensten, 2007) Takxe OblUTH 0OHApPYKEHBI HAU-
Oounee Boicokue 3HaueHust Ka/Ks B rene ATP6. Hakomnenue
HECHMHOHUMUYHBIX MyTalllil B 3TOM I'€HE PacCMaTpHUBaIOCh
aBTOPaMHU KaK MEJICHHBIH B 3BOJIIOIIMOHHOM ILJIaHE IPO-
L[eCC ITOCTENIEHHOT0 OCIabJIeHHsI OTPULIATENILHOTO 0TOOpa Ha
MPOTSDKCHNHU TTOCIETHUX HECKOIBKUX JIECSTKOB THICSY JIET.
B nose3y Takoro crieHapus CBUICTENLCTBYIOT 1 IAHHBIE O TOM,
YTO HEKOTOPLIC APEBHUEC HECUHOHUMUNYHBIC 3aMCHBI MApKU-
pytoT coboii rarmorpymmsl MTHK, momyumBmme mmpokoe
pacnpoctpanenue Ha ceepe A3un (Ruiz-Pesini et al., 2004).
Hampuwmep, 310 3amena G8584A, mapkupyromas Makpora-
wiorpymnny M8 u ee NMpenMyIIecTBEHHO CEBEPOA3HATCKYIO
ramtorpyniy C; 3amena C8794T, onpenenstomnas raniorpyi-
ny A; 3ameHa A8701G, mapkupytormas Makporariorpynmy N
B niesioM. [Ipeanonaraercs, uro Takoro poaa 3amensl MTIHK
CBSI3aHBI C N3MECHCHHUSMH B SHEPTETHYECKOM OOMEHE U TeM
CaMbIM CHOC06CTByIOT aanTanun K CEBEPHBIM YCJIOBUSM,
Oymyud TMOTEHIMAIbHBIMU KaHIMJATaMH Uil aJallTHBHOTO
or6opa (Ruiz-Pesini et al., 2004).

[pyroil cueHapuii, Kak OTMEYaJIOCh BBILIE, 3AKIFOYAECTCS
B TOM, YTO MyTaIlHOHHbIC M3MEHEHUs B TeHe ATP6 mpou3o-
IIJIM B pe3yJbTare OCiabiIeHusl OTPUIATEIBHOTO 0TO0pa, a
IMOBBIIIEHUIO YaCTOThI 3TUX BAPHUAHTOB HOJ'II/IMop(l)I/ISMa B
CEBEPHBIX MOMYJIAIMIX ITOCTIOCOOCTBOBAN Apei] reHoB, -
(heKTBI KOTOPOTO JTyHIIE MPOSIBISIIOTCS B TTOMYJISIIUSX MaJIOH
addexruBroii uncnennoctu (Ingman, Gyllensten, 2007).

Pesynprarer Ka/Ks-anann3a MUTOXOHIPHAIBHBIX T€HOB
B PaKOBBIX TKaHSX IMPOJEMOHCTPHUPOBAIH CYIIECTBEHHOE
ociiableHne OTPULIATEIBHOTO 0TOOpa B Pa3iMYHBIX MEeHAX
MT/IHK B ycinoBusax a3poOHOTO ITIHKOJIH3a, KOTOPHI aKTHBHO
nporekaeT B pakoBbIx kierkax (Stafford, Chen-Quin, 2010;
Liuetal.,2012; Skonieczna et al., 2018). [Ipu conocraieHnu
Ka/Ks-crekTpoB B 30pPOBBIX M PAKOBBIX TKAHSIX OKa3aJiOCh,
YTO IPH PA3TMIHBIX TUIIAX paka B MUTOXOHIPHAIBHBIX TeHAX
MOPaKEHHBIX KJIETOK HAOII0IAeTCs CTaTUCTHYECKU 3HAYUMOE
ocnabJeHne OTPHUIIATEIFHOTO 0TOOPa BO BCEX T'eHaX, KpOMe
ATP6 n ATPS, a taxxe ND3 u CO2 (Liu et al., 2012). B ot1-
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HOIICHUH TEHOB, KOJAMPYIOLIHX cyObeanHuIpl ATD-cuHTasbl,
3TO O3HAYAET, YTO TSI MUTOXOHJIPUH 37I0POBBIX KJIETOK Xa-
paKkTepHO, MO BCEH BHIMMOCTH, HACTOJIBKO CYIIECTBEHHOE
ocnallieHre OTPULATENILHOTO 0TO0Pa, YTO OHO MPAKTHUECKH
HE OTIIMYAETCs OT TAKOBOT'O B yCIOBHSIX KaHIeporenesa. Ox-
HaKO MPUYMHBI TAKOTO TIOBECHHSI MUTOXOH/IPHAIIEHBIX TCHOB
ATP6 n ATP8 B HOpME J10 KOHIIA HE TIOHSATHBHI.

Taxum o0pa3oM, pe3yiabTaThl HCCISTOBAaHUN XapakTepa
9BOIOIHN OeNoK-Koaupyrommx reHoB Mt IHK B momyssimsx
YeJI0BEKa CBU/IETEIBCTBYIOT O JOCTATOYHO BHICOKOH KOHCEP-
BaTMBHOCTH MHTOXOHJPHAJBbHBIX 'C€HOB, OAHAKO HaJIHIHE
MEKMOMYISIUOHHBIX PA3IMYNi yKa3bIBaeT Ha BO3MOXKHOE
IIPOSABJICHUEC )leﬁCTBPIH TMIOJIOKHUTCIIBHOT'O 0T6opa B HCKOTOPBIX
renax MT/IHK B cBsi3u ¢ azanTanueil nomnyasuuil K paziand-
HBIM KIIMMaTHYeCKUM yCIOBHM. B psie pabot 3ToT Bompoc
paccmarpuBacs Ha mpuMepe nonyssinuii Bocrounoii Aszun,
BKIIIOYasi KOpeHHOe HaceneHne CHOWpH, OTHAKO pa3Mepsl
MCCIIEIOBAHHBIX BBHIOOPOK OBLIM HEZOCTAaTOYHO pEnpe3eH-
tatuBHBIME (MeHee 100 monmHbIx MuTOoreHOMOB) (Mishmar
et al., 2003; Elson et al., 2004; Kivisild et al., 2006; Ingman,
Gyllensten, 2007; Sun et al., 2007).

B nacrosimeii pabote npecraBieHbl Ooliee TOoJHbIE CBe-
JICHNS O BIMSHUM OTOOpAa HA MHUTOXOH/PHAIBbHBIE TEHOMBI
TIOMYJISIIMN YeJIOBeKa, OCHOBAaHHbBIE Ha pe3yabrarax Ka/Ks-
ananmza reHoB MT/JHK y xopennoro nacenenust Cubupu
(N = 803) B cpaBHEHHHU C HaceleHHWEM 3amagHoi A3uu u
3akaBkasbs (N = 753) nu Bocrounoit Espomnsr (N = 707).

MaTepmanbl n metoabl

[Tpoananusuposansl omyoOnukoBanHble B GenBank (https:/
www.ncbi.nlm.nih.gov/genbank/) nanHbIe 00 U3MEHYNBOCTH
LENTBIX MUTOXOHAPHAIBHBIX TEHOMOB y KOPEHHOTO Hacele-
HUsI ceBepHOM yactn CHOMpPH, NMPEACTaBICHHOTO KOPSIKAMHU
(N = 154) u sBenamu (N = 219), u roxHoit yactu Cubupu
u mpuieratomux Tepputopuii CeBepo-Boctounoro Kuras,
IPE/ICTABICHHOTO MOHTOJIOSI3BIYHBIMHI OypsiTaMHu, OapryTamMu
n xamuuranamu (N = 430). JIns cpaBHEHUS! HCTIOIb30BAHbI
JIAHHBIE O TTOMMOP(HH3ME LIETBIX MUTOTEHOMOB B ITOITYJISIIUSIX
3amagHOoM A3uu (TIepCHI, KAITKAKNIIBI, THBAHIIE) U 3aKaBKA3bs
(apmsiHe 1 asepOaitmxaniel) (cymmapHo N = 753), a Takxke
y HaceneHus Boctounoit EBporsl (pycckue, yKpauHIIbL, 1Mo-
BOJDKCKHE TaTapsl M 3cTOHIBL, N = 707).

AmnanmzupoBanu pacrpenenenue 3Hauennii Ka/Ks (coorno-
IIEHHs YMCIIa HECHHOHNMHYIHBIX 3aMEH Ha HECHHOHUMUYHBIT
caiit (Ka) kK unciry CHHOHUMHUYHBIX 3aMEH Ha CHHOHUMUYHBIH
caitt (Ks)) B komupyembix L-ienibto MTIHK renax ND1, ND2,
COl1, CO2, ATPS, ATP6, CO3, ND3, ND4L, ND4, ND5 n
CYB. J1na Ka/Ks-ananusa HCIIoIb30BaIM TPOTPAMMEI ITAKeTa
DnaSPv. 5 (Librado, Rozas, 2009). [eiicTBHE OTpHIIATCIBHO-
ro otbopa npexamnomnaraercs mpu Ka/Ks < 1 11 monoxuTeasHoro
oroopa—npu Ka/Ks > 1. J{nst ananusa aeiictust ordopa Ha Oe-
nok-koaupyromue reusl MT/IHK rcnonb3oBanu Takke maker
nporpamMm HyPhy (http://www.hyphy.org) (Kosakovsky Pond
et al., 2005). JInst BRIIBICHUST KOJAOHOB, HAXOJSIIMXCS TTOJ
JICWCTBUEM OTPHLIATEIIHLHOTO U TTOJIOKUTETLHOTO 0TO0pa, TIPH-
mensutn metof Fast Unconstrained Bayesian AppRoximation
(FUBAR), no3Bosstiommuii ObICTpO aHATM3UPOBATh OONbIINE
Ha0OPBI MOJIEKYJISIPHBIX IAHHBIX C TOMOIIBIO HEPAPXUIECKOTO
GaitecoBckoro Metoma u Mmetora MonTe-Kapiio 1t MapKOBCKIX
neneit (MCMC) (Murrel et al., 2013).
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Pesynbrathl 1 06CyKaeHne

Pesynbrarel anannsa pacnpenenenus 3nadenuii Ka/Ks B
6eOK-KOTUPYIOMUX TeHaX MUTOXOHIPHUAIBHOTO TeHOMA B
MOMYIISIUAX KOPEHHOTO HaceneHus: Cubupy moxasaiu, 4To
BO BCEX, KPOME OJTHOTO, CITydasiX 3Ha4eHUs TOr0 apameTpa
HIDKE €IMHULIBI, YTO CBUACTEIBCTBYET O BIUSIHUH OTPULIATEITh-
Horo otoopa Ha reHsl MT/IHK (Tabn. 1). Haubonee Bricokue
snauenust Ka/Ks 3aperucrpuposanst B rene A7P6. [Tpuaem
Y KOPSIKOB — T1aJIe0a31aTcKoro Hapoa, chopMHUpOBaBILIETOCS
Ha CeBepo-BocToke A3un B CypOBBIX KIIUMAaTHIECKUX YCIIO-
BUsiX, 3HadeHne Ka/Ks npeBblnaer eAnHUILy, 4TO yKa3bIBACT
Ha JCWCTBHUE MOIOKUTEIFHOTO 0TOOPA Ha 3TOT MUTOXOH/IPH-
aJIbHBIN TEH.

B tabu. 2 npuBonsres 3nadenus Ka/Ks B Tpex perunonan-
HBIX TPyIIax HaceneHus. B cuOupckoil rpymme momyasaui
HamboJee BHICOKHE 3HAYCHUS OOHAapyXKeHHI B TeHax ATPO6,
ATPS8, ND2 n CYB, B nonynsiuusix 3anaanoil A3um u 3akas-
ka3bs —BTeHax ATP6, ATPS, ND1, ND2 v CYB, B IOTyASIHIX
Bocrounoii EBponsl — B renax ATP6, ATPS, NDI, ND3 u
CYB. Takum 00pa3zoM, pe3yJabTarhl MPOBEACHHOTO aHAIHN3a
CBUJICTEIBCTBYIOT O IPUMEPHO OJMHKOBOM Habope MHTO-
XOHJPHAIIbHBIX TCHOB, IEMOHCTPUPYIOLINX HanOoJee BBICO-
ke 3nadenust Ka/Ks B paznuunbix pernonax EBpazun. Mak-
CHUMaJIbHBIC 3HAUCHHSI 3TOTO MapaMeTpa BBISIBICHBI B F'eHAX,
KOAUPYIOINX CyObemuHAIBI AT®-cHHTA36I, 9YTO COTlIacyeTcst
C pe3yJbTaTaMu MpeapLIyIuX uccaenoanuii (Mishmar et al.,
2003; Ingman, Gyllensten, 2007; Sun et al., 2007) u yka3bi-
BaeT Ha oclabIeHne OTPUIIATEeIbHOTO 0TOOpa B reHax ATP6
n ATPS, 0coOeHHO B CHOMPCKUX TTOMYISIUSX.

Jlnst oleHKH JaBlieHUs OTOOpa Ha OTJCNbHBIC CAHTHI C
YUETOM UX PACIOJIOKEHHS B (DMIIOTEHETHIECKOM JIEpEeBE Ia-
rtorunos MT/IHK npumensinn nepapxudeckuii 6aiiecoBckuii
aHanm3, peanu3oBaHHbli B mporpamme FUBAR nakera HyPhy
(http://www.hyphy.org). 3T0T MeTOx 00naiaeT 6oJee BEICOKOMH
5 PEKTUBHOCTBIO BBISIBJICHUS KOJIOHOB, HAXOJSIIUXCS 11O
JICHCTBHEM IOJIOKUTEIBHOTO U OTPUIATETILHOTO 0TOOPOB,
HarpuMmep, B cpaBHeHnH ¢ metonamu Fixed Effects Likelihood
(FEL) u Mixed Effects Model of Evolution (MEME) nakera
HyPhy, Takxke HIMPOKO HCHONB3yEMbIMH ISl HCCIIEI0BAHUS
CeNIeKTUBHBIX IporeccoB (Murrel et al., 2012, 2013).

IIpoBeneHHOE HaMU HcCAEJOBaHUE MOKA3alo0, 4TO B IO-
mynanuax Cudupu nox AeWcTBHEM OTPHUIATENIFHOTO 0TOoOpa
Haxomurest 11.4 % (411) xomoHOB, IPUMEPHO PAaBHOMEPHO
pacnpenenennsix o renam MtIHK. 910 cornacyercs ¢ cy-
IIECTBYIOIUMHY MPEACTABICHUSIMH O TOM, YTO KOHCEPBATHB-
HOCTh MUTOXOH/IPHAJIbHBIX T€HOB 00y CIIOBIICHA NX OOJIBIINM
3Ha4YEeHUEM B ()yHKIIMOHHUPOBAHUH CUCTEMbI OKHCIIUTEIBHOTO
hochopunmupoBanuss MUTOXOHAPHH. J[eHCTBUE TOTOKUTENb-
HOTO 0TOOpA 3apETUCTPUPOBAHO TOJIBKO B YETHIPEX KOAOHAX
reaoB ND5 u CYB (tabm. 3).

[Ipu aHanu3e JaHHBIX TOIBKO JUIS MO CeBEpO-BOC-
ToyHOI yacT CHOMpH (KOPSKOB M YBEHOB) BEIABIICTCS €IIIe
OJIMH KOJIOH, UMEIOIUI TOrPaHNYHOE 3HAYEHHE all0CTEPUOP-
HOW BeposTHOCTH, paBHOe 0.9, B rene ND4 (cMm. Tabm. 3).
B nanHOM cryuyae HyKJI€OTHIHAs 3aMEHA, NMPUBOIAMIAS K
aMuHOKuUCIOTHOM 3amene N390S B rene ND4, onpexaensier
coboit puitorenernyeckuii kiaacrep C5a2, MHTEPECHBIH TeM,
YTO OH PACIPOCTPAHEH IIPEUMYIIECTBEHHO CPEIN KOPSKOB.

Bce ocranbshble 3amMeHbI 00HapykeHbI B kitacrepax MT/IHK,
nMeronx 0osiee I0KHOE PAcTIPOCTPaHEHHE, — OHU acCo-
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B.A. Manapuyk OueHKa ponun oTbopa B 3B0OLUN 2023
M.B. lepeHko MUTOXOHJPUAbHbIX FEHOMOB KOpPeHHOro HaceneHusa Cubupu 273
Ta6nuua 1. 3HaueHuna Ka/Ks ana reHos MTAHK Ta6nuua 2. 3HaueHuna Ka/Ks ana reHos MTAHK

y KOpeHHoro HaceneHua Cnbupu B PernoHasbHbIX rpynnax HaceneHns

lfen mTOHK  Kopskn SBeHbl MoHronoasbiuHble len mTAHK Cnbnpb 3anagHada Asua  BocTtounas
(N=154) (N=219) Hapogbl (N=2803) 1 3aKaBKa3zbe EBpona
(N =430) (N=753) (N=707)

ND’ ................ 0011 ..................... 0075 .................... 0109 ........................... ND; ................... 0075 .................... 031 .......................... 033 .....................

ND2 ................ 0217 .................... 0188 .................... 021 .............................. ND2 ................... 0203 .................... 0263 ....................... 02 .......................

Cm ................. 0008 .................... 0032 .................... 0032 ........................... Cm .................... 0028 .................... 005 ......................... 0025 ...................

coz ................ 0049 .................... 0004 .................... 0042 ........................... coz ................... 0031 .................... 0042 ....................... 0053 ...................

ATPS ............... 0018 .................... 072 ...................... 0617 ........................... A TPS .................. 056 ...................... 023 ......................... 071 ......................

ATP6 133 ...................... 071 ...................... 0934 ........................... A TP6 .................. 0932 .................... 0397 ....................... 034 .....................

CO3 ................ 000003 ................ 000003 ................ 0032 ........................... CO3 ................... 0022 .................... 011 .......................... 0]9 .....................

ND3 ................ 0548 .................... 004 ...................... 016 ............................. ND3 ................... 0174 .................... 031 .......................... 038 .....................

ND4[_ .............. 000001 ................ 016 ...................... 013 ............................. ND4[_ ................. 0115 .................... 0072 ....................... 0045 ...................

ND4 ................ 0225 .................... 028 ...................... 012 ............................. ND4 ................... 018 ...................... 0025 ....................... 0028 ...................

ND5 ................ 0184 .................... 0075 .................... 0068 ........................... ND5 ................... 0092 .................... 0022 ....................... 0037 ...................

CYB ................. 04 ........................ 028 ...................... 0146 ........................... CYB .................... 0209 .................... 031 .......................... 047 .....................

Ta6bnuua 3. HykneotuaHble No3nLun, HaxoaaLWMecs Noa AecTBUEM NONOXMUTENbHOrO 0TO0PA,

B reHax MTJHK B pernoHanbHbIx rpynnax HaceneHus (metor FUBAR)

[eH, KOZIOH, HykneotupgHas a B AB (a < B) BO (a< ) lannorpynnel MTAHK,

3aMeHa nosmuus, 3aMmeHa accoLMMpOBaHHbIe C 3aMeHON
........................................................................................................ nonynﬂummcmﬁmpm
ND5T3A ....................... 12358A>G ................. 2 234 .................. 140490915 ................... 3 142 .................. N gaD4J1a ...................................

ND5,|257V .................... 13105,A>G ................. 2 375 ................... 16015092 ..................... 3 331 ................... D 4gza1 .........................................

ND5' A475T .................. 1 3759, G > A ................. 2 1 55 ................... 1 29 28 R 0 9 1 7 .................. 3 221 ................... |: 1 acf, H1 1 ...................................

CYB,F13|_ ...................... 14798’T>C .................. 2 429 .................. 3 30740969 .................. 8 947 .................. K ’“C ............................................

ND4’N3905 ................... 11923,A>G ................. 3 058 .................. 2 203909 ....................... 1504 .................. C 532 .............................................
nonyngummgananHoﬁAmmM3aKaBKa3bg ....................................................................................
ND2,A3IT 5460,G>A 1379 28771 0991 4679 | Hle Jib1,Klal2,W
Co3,|:251L .................... 9 957,T>c .................... 1037 .................... 762309074249 .................. N 1b133 ........................................
ND4|_39p ..................... 11025T>c .................. 0 97 ..................... 166160959 ................ 1028 .................... K 132N1b1N1a3 ........................
ND5,|:473|_ ................... 13768,T>C .................. 1746 .................. 1140209074221 ................... U 3b ..............................................
CYBIT7| .......................... 147661C>T .................. 1034 .................... 7652093 ..................... 5 74 .................... H V .................................................
.............................................................................................. nonynﬂummBOCTquoﬁEBponH
ATP6,|121V ................... 8 837,A>G ................... 1198 .................... 74920902 ................... 3 335W1e’R1 .........................................

ND4,|_89P ..................... 11025,T>C .................. 1139 .................. 2 17360968 ................ 1111 ..................... K 1ale1a3 ...................................

ND5,|257V .................... 131051A>G ................. 2 34 .................... 138310902 ................... 3 364 .................. R 1a1,U4d2 ..................................

ND5’T534M .................. 13934IC>T .................. 2 172 .................. 1542109234335”c3’u3a ......................................

CYB,L258p .................... 15519’T>C .................. 1137 .................. 2 18750969 .................. ”20 .................. H 34 ...............................................

NMpumeyaHue. a - CKOPOCTb CUHOHUMUYHbBIX 3aMeH; 3 — CKOPOCTb HECMHOHMMUYHBIX 3aMeH; AB — anocTepropHas BeposTHOCTb; BO — GaecoBckuin pakTop.
AB Ans KOAOHOB, HAXOAALLMXCA MO AENCTBMEM MONOXNTENBHOTO OTO0PA, cocTasuna > 0.9.

UUPYOTCs MO0 ¢ KpynHbIMU rartorpynmnamu MT/IHK, pac-
nmpocTpaHeHHBIMU B BocTounoi 1 FOxHO# A3nu (Harmpumep,
NO9a u Fla’c’f) winu 3anagnoit Espasun (manpumep, HI11, K,
J1c), mubo ¢ OTHOCHUTENBHO HEOOJBIIUMHU BOCTOYHOA3HAT-
ckumu ramiorpynmnamu MT/IHK, oOHapyXeHHBIMH Tarke y
Oypsit, OapryToB u xamuurad (D4jla, D4g2al) (cm. Tadm. 3).

Takum 00pa3oM, KaKk HU CTPAHHO, HECMOTPS HA OXKHUJIae-
Moe JeficTBHE TIONOKUTEIHFHOTO 0TOOpa Ha OTJAENbHBIC Caii-
1ol MT/IHK B cBsi3u ¢ aganTauueld KOpEHHOTO HAcCEIEHUs
Cesepo-Bocroka CrOUpH K XOJIOAHOMY KJIMMary, BIHSHUE
MOJIOKUTEIIEHOTO 0TOOpa 0OHAPYKEHO TOJBHKO B Ooiee 10K-
HBIX CHOHMPCKUX HOmynsanusx. K aHaIOrH4HOMY BEIBOIY
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MIPUBOIAT PE3YJbTaThl aHAIN3a OEOK-KOTUPYIOIUX T€HOB
MT/IHK B momymsmmsix Cubupu, MomydeHHbBIE ¢ TOMOIIBIO
npyrux MmetonoB — FEL u MEME (pe3ynbrarsl He TOKa3aHbl).

Jnist cpaBHEHUs IPOAHAIM3UPOBAHBI TAK)KE HAOOPBI JIaH-
HBIX U Tomynsiiuii 3amanHoit Asun/3akaBkases u Boc-
Tounoit EBpomnsl (cM. Tabn. 3). B mepBom ciryuae oOHapyxe-
HO, YTO I0J] IEHCTBUEM OTPHLIATEILHOTO 0TOOPa HAXOAUTCSI
19.5 % (700) xomoHOB, BO BTOpoM — 16.4 % (589) komoHOB.
[Tox BIMSTHEEM IOJIOKHUTEIBHOTO 0TOOpa B 00EMX pEro-
HaJIBHBIX TPYINaxX HACEJIEHUs BBIABICHO IO MATh KOJOHOB
(cm. Tabm. 3). Bce 3aMeHBI acCOIIMUPYIOTCS € IUPOKO pac-
IpocTpaHeHHBIMH B 3amagHoi EBpasum rammorpynmamu
MT/IHK, B CBSI3M ¢ 4yeM TpyIHO MPeIonokuTh (110 KpaiHeit
Mepe, B OTCYTCTBHE CIICITHATFHOTO aHAIN34), 9TO (PUKCAIINS
9THX 3aMEH B CTBOJIAX TAIIOTPYIIIT MPOU30IILIA B CBSI3H C a/1arl-
Tanuen NOMyJIsAINNA K yCIOBUSIM IPUPOHOU cpenbl. Crienyer
OTMETHUTD, YTO B IBYX CIIydasiX BBISBIAIOTCS CBUIETEIbCTBA
JICWCTBHS TTIOJIOXKUTEIBLHOTO 0TOOPA Ha OJTMH U TOT XK€ KOJJOH
B pa3HbIX reorpaUyeckux peruoHax: HyKIeOTHIHAas 3aMe-
Ha B mo3ummu 11025, ompenemnsromas ramiorpymnsl Kla2
u Nla3 B nomymsanusx 3anagHoit Asnn/3akaBkas3bst 1 Boc-
ToyHOI EBpomnbl, 1 HykJIeoTHIHas 3aMeHa B mo3unuu 13105,
ompenensronas ramworpynmny D4g2al y nacenenus Cubupu
n ramtorpynmnsl Rlal u U4d2 — y nacenenns Bocrounoit
Eporsl (cm. Tabn. 3).

3aknioyeHune

HccnenoBanue BiausiHUs 0TOOpa Ha MUTOXOHJpPHAJIbHBIE
TEHBI B PA3IIMIHBIX PETHOHANBHBIX Ipymax EBpa3nuu ¢ momo-
mpto cranaaprHoro Ka/Ks-ananmsa mokasano, 4To Juisi BCex
reHoB MT/IHK xapakTepHbl HU3KHE 3HaUE€HHS 3TOT0 IapaMeT-
pa (Ka/Ks < 1), cBHIOETENbCTBYIOIINE O JACHCTBUU OTpPHUIIA-
TenbHOTO 0TOOpa. Hanbosnee Boicokue 3naveHns Ka/Ks B pas-
JIMYHBIX PErHOHAIBHBIX BEIOOPKax 00OHapy KEHbI IPAKTHYECKU
B OJTHOM H TOM € Habope TeHOB, KOMUPYIOMNX CyObeanHN-
el AT®-cunraser (ATP6, ATPS), HAJIH-nerunporeHa3sHoro
xommiekca (NDI, ND2, ND3) u uutoxpom bc-KOMILIEKca
(CYB). Camoe BrIcOoKOe 3HaueHHne Ka/Ks, ykaspiBatomniee Ha
ocnaliieHre OTpPHULATEIBHOTO 0TOOpa, 00HApYKEHO B TeHe
ATP6 B rpyrine cMOMPCKUX TOMYJISILUI, IPUYEM Y KOPSKOB
(hopmanpHO HabMIOMAeTCs AEHCTBHUE TTOJIOKUTEITHHOTO 0TOOpa
Ha 370T TeH (Ka/Ks = 1.33).

Mexnay TeM pe3yibTaThl aHalIM3a, HAIPaBICHHOTO Ha
nmonck kogoHoB MT/IHK, Haxomsmmxcst mom 1ecTBUEM OT-
0opa, moKa3aar MHOTOKPATHOE MPeo0iIa aHue BIUSIHUS OTpH-
LaTeJIbHOT0 0TOOpa HaJl MOJIOKHUTEILHBIM OTOOPOM BO BCEX
aHATM3UPYEMBIX TPYTIax HaceneHus. B cubupckux nmormyss-
IIUSIX KOZOHBI, HAXO/SIIIMECS IO/ ICHCTBUEM ITOJIOKUTEIBHO-
ro orbopa u acconuupoBaHHbie ¢ rartorpymmnamu MTIHK,
3apETHCTPUPOBAHBI TOJIBKO B MOMYIISIMAX F0XKHON yacT Cu-
O6upu n npuieraromieii reppuropun Cesepo-Bocrounoro Ku-
Tast (y OypsiT, 0apryToB, XaMHHUraH). B pernoHaIbHBIX Ipymnax
EBpasum Takoro poja KOJOHBI BBISBIISIOTCS B PA3TUUHBIX
rerax MTIHK (ND2, ND4, ND5, CO3, CYB), onHaKo B TCHE
ATP6 oOHapy>keHa JMIIb OJ{HA TaKasi Mmo3uius (kompoH 121)
1 HEe B CHOMPCKON TpymIe MOMyJsIuid, a B BOCTOYHOEBPO-
neiickoi. 1o Bcel BUAMMOCTH, HCOOXOAMMBI AabHEHIINE
HCCJIEIOBAHMsI HAIIPABJICHHOCTH M CHUJIBI AeiicTBUA oTOOpa
B 3Bomtonuy MTIHK B paznuuHbIX peruoHaabHBIX Ipynax
Hacesenust EBpazum.
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