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ITockobKy COBpeMEeHHbBIE €BPOIIEUIIBI SIBJISTFOTCSI OTYACTH TIOTOMKAMU €BPOIEMCKOT0 HaceAeHUsT 3MOXHU BEPXHETO
TJIefiCTOlIeHa, TIEPEKUBIIIETO TIOCTIeTHEE OJIEIEHEHNE, TO BITOJHE OKUIAeMBIM SIBJISIETCS TIPUCYTCTBHE B COBPEMEH-
HOM reHO(OHIe eBpOIeiilieB afalTUBHBIX BADUMAHTOB, BOZHUKILIKX B JIeAHUKOBOE BpeMs. [{J1s1 morcKa MmocieaHuX
MPOaHAIM3UPOBAHBI MUTOXOHIPUAIbHBIE TEHOMBI COBpeMEHHOTO HacesieHusi BoctouHoit n LlenTpansHoit EBpo-
MBI, OTHOCsIIMeCs K ramtorpymnnam U4, U5 u V, nuBepcuduKaiyst KOTOPBIX CBSI3aHA C SII0XaMU BEPXHETO ILIeiic-
TOIllcHa M ToJIolleHa. Pe3ysibraThl aHaIu3a paclpeneieHus HSCCUHOHUMUYIHBIX 1 CUHOHUMUYHBIX 3aMEH, a TaKxKe
TMOKCKA PaIuKaIbHBIX aMUHOKHCIOTHBIX 3aMeH, BOSHUKIIUX IO BIMSHUEM afanTaiuy (HarmpaBieHHOTO 0TOopa),
TO3BOJIMIIN BBIIBUTH CUTHAJIBI MOJIEKYJIIPHOM afaNTallii B Pa3IMYHbIX MUTOXOHIPHAIBHBIX T€HAX U raruiorpyImnax
MTAHK. OnHako cTporux aganTuBHBIX curHaioB (z > 3,09, P < 0,001) oyeHb Masio, UTO MOXKET ObITH OOYCJIOBJIEHO
yTpaToii anantuBHbIX TariotunoB MTAHK 1o Mepe morternieHus B TojoleHe.

KJIIOYEBBIE CJIOBA: MUTOXOHIpUATTLHBIN TEHOM YeJIOBeKa, alalTUBHASI 2BOJIOUS, OTOOD.

MuToXOHApUATbHBI T€HOM YejoBeKa Mpe.c-
TaBJieH KoJibleBbIMU MoJieKyiaamu JHK pazmepom
16 569 map HyKJ1€OTHIOB (I.H.) ¥ COCTOUT 13 F'€HOB,
komupytomux nse pPHK, 22 TPHK u 13 cyonenu-
HUI OeNKOoB abIxaTenbHOl 1ienu [1]. OcHOBHBIE
(YHKIIMOHAJIBHBIE 3JICMEHTHI, HECOOXOMMMEIC IUIS
TpaHckpuniuu 1 perummkanuu MTIIHK, cocpenoro-
YyeHbl B IVIABHOW HeKoaupylouieit oomactu. ~70%
MUTOXOHAPHUAJIPHOTO I'€HOMa COCTABIISIIOT T'€HHI,
KOIUpYIoIKe 0eKU, KOTOpbIe SIBISIOTCS CyObeau-
HULIAMU O€JIKOBBIX KOMITJIEKCOB IbIXaTeIbHOM LIeTTH
MUTOXOHAPHUI. MUTOXOHApPHUAILHBIE OCIKKU y4acT-
BYIOT B (PYHKIIMOHMPOBAHUM 4YEThIpeX M3 ISATU
KOMILIEKCOB OKHUCIUTETBHOTO (hoChOopUINpOBaHUS
MUTOXOHAPUN — 3T0 ceMb cyobennuul, NADH-ne-
rugporeHasHoro komrurekca I (ND1, 2, 3,4,4L, 5n
6), onHa cyobeauHMIA (LIUTOXpoM b) Komiutekca 111
LIUTOXPOM bcl, Tpu cyObeIMHULIBI LIMTOXPOM-C-OK-
cupaszHoro komiiekca IV (CO1, 2 u 3) u a1Be cyObe-
nuHuLbl ATPasnoro komriekca V (AT6 u 8) [2].

Hannble 060 nameHynBocty MTIIHK B mormynsi-
LIMSIX YeoBeKa IMPOKO MCIIOIb3YIOTCS B (pujore-
orpauIeCKUX UCCIeI0BaHUIX, HAIIPaBICHHBIX Ha
PEKOHCTPYKIIMIO TeHETUYECKO MCTOPUM 3THOpa-
COBBIX I'PYTIIT, HO JOBOJILHO Majio BHUMaHUS yaesI-
eTcsI IIpo0IeMe ananTUBHOM 3BOJIIOIN MUTOXOH I~
puanbHoro reHoma [3—7]. Bo3moxHo, 3T0 00yc-
JIOBJIEHO 3BOJIIOLIMOHHON KOHCEPBAaTUBHOCTHIO Te-

HOB, KOJUPYIOIIMX KOMIIOHEHTHI 3JEKTPOHHO-
TpaHCTIOPTHOM mernu MutoxoHapuit [8§—11]. ITos-
TOMY JIOObIE OTKJIOHEHMSI OT HEUTpaJbHOU 3BOIIO-
LIMM MUTOXOHAPHUAJILHBIX T€HOB BCeraa MpuBjcKa-
I0T BHUMaHUe, TpeXae BCEro, M3-3a BO3MOXXHOI
IMPUYIACTHOCTH TaKOTO POIa MOJIEKYJISIPHBIX M3Me-
HEHU K aganTalyiu, BOZHUKIIEH BCIEACTBUE pa3-
JIMYHOTO poja U3MEHEHUI (KIMMaTUYeCKUX, TUIIa
MMUTaHUs, CPEAbl OOUTAHUS U T.A.).

OueHKa yrciaa HECHHOHMMMYHbBIX 3aMEH B pa3-
nuyHbiX reHax MTAHK sBnsiercs onHuM U3 Hanbo-
Jiee aIeKBaTHBIX ITOAXOMOB IJisI BBISICHEHMS POJIU
0TOOpa B 3BOJIONUH MUTOXOHIPUAIBHOTO TeHOMa
[12]. ds1 3TOro ucnoab3yloTcs, [IaBHBIM 00pa3oM,
MOJXOAbl, OCHOBAaHHbIE Ha aHAJM3€ COOTHOIIEHUH
KOJIMYECTBA HECMHOHMMMWYHBIX 3aMEH Ha HECHMHO-
HUMUYHBIN CAlT K YMCIly CHHOHUMUWYHbBIX 3aMEH Ha
CUHOHUMUWYHBIN CAaWT WU aHAJIN3€ COOTHOLIEHUI
KOJIMYECTBA HECMHOHMMUYHBIX 3aMeH K CHMHOHU-
MUYHBIM B (pryoreHeTnyeckmux kiuacrepax JJHK. B
YCJIOBUSIX CEJIEKTUBHON HENUTPabHOCTU OXUIAeT-
Csl, YTO 3HAUYEHMS ITUX MOKazaTeJieil i1 HECUHO-
HUMUWYHBIX 3aMeH JOJDKHBI COOTBETCTBOBATh TaKO-
BbIM [IJIsI CAHOHMMUWYHBIX; B CJy4ae IMpPeBbILLIEHUS
YyHcJla HECUHOHUMWYHBIX 3aMEH HaJ CUHOHUMMWY-
HBIMU TIPEANoIaraeTcs AeCTBUE MOJIOKUTEIbHOTO
0oT0Opa; eciu Ha00OpOT, TO ACWCTBUE OTPULIATEIb-
HOro (oTceKawllero) oToopa.
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Pesynbrathl ucciienoBaHUl M3MEHYMBOCTU Te-
HoB MTIHK 4enoBeka mokazaau IpeBbllIEHUE
YKCIa CAHOHUMHWYHEIX 3aMeH Hal HeCMHOHUMMWY-
HBIMM, YTO CBUAETEIBCTBYET O OOJIbILIOM 3HAYEHUU
OTpHUIIATEIHHOTO OTOOpa IJis (PYHKIIMOHUPOBAHUS
MMTOXOHIPUAILHOIO reHoMa |3, 6, 7]. Mexmy TeMm,
HEKOTOPbIMU MCCJeA0BaTe/IsIMU ObUIO BbICKA3aHO
MPEIIOoJIOKEHUE O TOM, UTO CeJIEKTUBHOE AaBJIeHUE
MOXKeT pa3inuaThesl B paznnuHbix reHax MTAHK u,
0oJiee TOTO, YTO TAKOTO PONA PA3UYUS SBISIOTCS
CJIeACTBMEM afalTallii 4YeJoBeYeCTBa K MEHSIO-
IIMMCS YCIIOBUSIM cpenbl. Tak, Mishmar ¢ coasT. [5]
IOKa3ajy, YTO B HOMYJISAIMAX apKTUISCKOM 30HBI
HanboJiee BaprabeJIbHOM SIBJISIETCSl CyObeAMHUIIA 6
ATPa3nl (AT6), B yMepeHHOI 30HE — IIUTOXPOM b
(CYTB), B Tponmyeckoii — cyobeauHMUIIa 1 IIMTOX-
poM-c-okcuaasel (CO1). B aToii 1 mociaeayommx
paboTax Ipeaiarajach TuroTe3a 0 TOM, YTO MOSIB-
JICHHE 1IeJIOr0 psla BapHMaHTOB MOJIMMOpduU3Ma
MTIHK BbI3BaHO amanrauueid MonyJasuii 4yeaoBe-
Ka K YCJIOBUSIM Cpellbl — IpeXae BCEro, K XOJOAy
BBICOKMX IIIMPOT BO BpeMsI ITOCJIETHETO OJIeACHEHUS
[4, 5]. I1penmomaraeTcs TakKe, 9YTO MO3XKe, TT0 Mepe
MOTETUICHMSI, 3TU MpeXIe agallTMBHBIE BapUaHTHI
nojuMopdu3Ma Mprodpeand IMaToJOTMYeCKU xa-
pakTep [4, 5]. Mexny TeM, B APYTUX UCCIIeTOBaHM-
sax usMeHunBocTy MTJIHK MexpervnoHanbHbIe pa3-
JINYMS B CKOPOCTA HECUHOHMMMWYHBIX MYTaLnii 00-
HapyXeHbl He OblU [6, 7] U MO3TOMY HEOOXOAUMO
OTMETUTh, YTO PE3YJIbIATHl MCCIACHOBAaHUU amall-
THUBHOI 3BOJIIOIIMM MUTOXOHAPUAJIBHOIO T€HOMa
yeJioBeKa BeCbMa IMPOTUBOPEUYMBHI.

B Hacrosieii paboTe npeacTaBieHbl pe3yibTa-
Thl aHAJIM3a paclpeaesieHUs] HECUHOHUMUYHBIX U
CMHOHVMMMWYHBIX 3aM€eH B rpyImmnax (pujoreHeTuIec-
KM poncTBeHHBIX raroturioB MTJIHK (rammorpyri-
nax ¥ Ux noarpymnmnax) y HaceiaeHus EBpornbl. s
3TOT0 MPOAHAIM3UPOBAHbl JaHHbIE 00 M3MEHYU-
BOCTH LIEJIbIX MUTOXOHIPHUAIBHBIX TEHOMOB, OTHO-
cammxcd K rarurorpyniam U4, US n 'V, koToprbie xa-
paxkTepHbI 4151 HaceaeHus Boctounoii u LlenTpanb-
Hoit EBponbl. I3BeCTHO, YTO HOCUTEIM ITUX rall-
JIOTPYIIN IEePEXIIN MOCenHee OJieAeHEHUE B pe-
(¢yruymax Ha 1ore EBporibl, HO B TOJIOLICHE 3aceu-
JIK OoJiee ceBEPHBIE TEPPUTOPUU IO MEPE OCBOOOXK-
neHus ux oto jabaa [3]. [ToaTroMy curHambl aganTUB-
Hoil 3Bostonuu B reHax MTIHK eBpomeiilieB BroJi-
He oxwumaeMmbl. [lorcKy Takoro poga MOJEKYJSp-
HBIX U3MEHEHUI MOCBSIIAeTCs JaHHas padoTa.

METOJbI UCCIIEAJOBAHUA

XapakTepucTHKA MOJIEKYJISPHbIX JAHHBIX. Tak
KaK aHaJu3 HECUHOHMMUYHBIX 1 CHMHOHUMUYHBIX
3aMeH TpeOyeT pernpe3eHTaTUBHBIX BBIOOPOK, TO
HCCIIeA0oBaHKE ObLIO IMPOBEACHO TOJIBKO B IpeAeIax
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Haubosee n3yyeHHbIX rariorpynm U4, USu 'V, pa3-
MephBI BEIOOPOK KOTOPBIX cOCTaBIsIIOT 93, 213 u 66
T€HOMOB, COOTBETCTBeHHO. 11 aHanImM3a MCIOJIb-
30BaHbl ONYOJIMKOBaHHBIE paHee JaHHbBIE O TTOJTHO-
reHoMHoON u3MeHYnBocTH MTAHK B momymsumsx
Boctounoit n LlenTpanenoit EBponer [13—15], a
takke B nonyasaiusax FOxxnoii u CeBepHoit EBporbl
Mo JaHHBIM Apyrux aBTopoB [16, 17]. C momMonibio
¢mnoreorpadIeCKNX MCCIEIOBAHUIN YCTaHOBJIC-
HO, 4yTo HocuTenu ramnorpynn U4 u U5 nepexuin
MocJieqHee BIOPMCKOE oJieieHeHME (C MAaKCUMYyMOM
18—25 TBIC. JIET TOMY Ha3an:) B pedpyruymMax Ha rore
Esponsl (B ITupeHesix, Ha baakaHCKOM MOJyoCTpoO-
Be 1 Ha 1ore BocTouHoit EBporibl) U MpeacTaBIsIoT,
TaKMM 00pa3oM, cO00i MOTOMKOB BepXHEILIeCTO-
neHoBoro HaceneHus: EBpomnsl [3, 13—15]. Tamior-
pynna V Bo3Hukia B EBpornie (Bo3amoxHo, B ITupe-
HesIX) yXe B rojiolieHe (mpuMepHo 11 ThIC. JieT Ha-
3a71), HO ICTOKM ee yXomdT K rarutorpymnre HV0, Ho-
CHUTENIN KOTOPOI TaKKe YKPHIBAJINCH B FOXKHOEBPO-
nenckux pedyruymax [3, 14].

DuIoreHETHYECKNIA M CTATUCTHYECKHIA aHAJIN3
JaHHbIX. [[711 BRIpaBHUBaHUS HYKJICOTHIHBIX IOC-
JIeIOBaTeJbHOCTEl MUTOXOHIAPUAIBbHBIX T€HOMOB,
CTaTUCTUYECKOTO Y (PUIIOTeHETUYECKOTO aHaau3a
MOJIEKYJISIDHBIX HAaHHBIX MCIIOJb30BaJIM II1aKeT
nporpaMmm MEGA 4.0.2 [18]. ®uroreHeTn4ecKue
JIEpEBbSI TIOCTPOEHBI C TOMOIIBIO METOAA OJVKaii-
mero cocena (NJ, Neigbour-Joining), ocHOBBIBasiCh
Ha p-IUCTAHLUMSAX MEXIY II0CIeH0BaTEIbHOCTSIMU
JHK, xoTopble pacCUUTBHIBAIN, UCXOAST U3 KOJUYE-
CTBa HYKJICOTHAHBIX 3aMEH Ha MO3ULIMIO IIPU IO0-
IMapHbIX CpaBHEHUSIX. B KauecTBe BHEIIHEH TPYIIIIBI
HCITOJIb30BaJId MUTOXOHIAPUAJIBHEIA T€HOM IIIMM-
naH3e (Homep X93335 B 6aze naHHbIX GenBank).

JJ1st olleHKW JeMCTBUS eCTeCTBEHHOro OoTOopa
Ha usmeHuynBocth MTIHK uccnenosanu pacnpeae-
JIeHe HeCUHOHUMUYHBIX (NS) U CHHOHUMUYHBIX
MyTaluii (S) B rpyrmnax 3aMeH, aCCOLIMMPOBAHHBIX C
rarutorpyrmamvu (H), n yHUKanbHBIX (MJIM TIpUBaT-
HbIX, P) 3aMeH B KOHLIEBbIX BETBSIX (PUJIOTEHETUYEC-
KOTO JIepeBa COIJTaCHO METOMOJIOTWH, TPEAIOXKEH-
Hoi1 B pabotax Elson ¢ coaBr. [6] u Ruiz-Pezini ¢ co-
aBT. [4]. B obonx ciyyastx aHaJIU3 OCHOBBIBAETCS Ha
CpaBHEHMH 3Ha4YeHUil cooTHolmeHnt NS/S B TpyII-
max H u P ¢ momonisio TouHoro recra @uiepa. MH-
nexkc HelitpanbHocTU NI ornpenensiii COOTHOLIEHU -
eM (NS/S)p/(NS/S)y. lng npoBeaeHUs] CTaTUCTU-
YeCKOro aHajin3a NCIoIb30Bau mporpamMmy mtPhyl
(http://eltsov.org). PacueT 3BOIIOLIMOHHOIO BO3pac-
Ta knacrepoB MTIHK Ttakxke mpoBomuiau ¢ T1o-
MoIIbl0 mporpamMmmbel mtPhyl miss MyTalumoHHOM
CKOPOCTH, OMpeIesIsiollell OMHY 3aMeHY B KOTUPY-
fomeit oomactu MTAHK 3a 5140 net [5].

Ilouck MOEKy/IAPHON aganTamuu HA YPOBHE OT-
JIeJIbHbIX AMHUHOKHUCAOT. JIJIs1 BBISIBJIEHUS anamlTHB-
HbIX u3MeHeHui B reHax MTIHK aHanu3zupoBanu
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XapakTep U3MeHEeHUI (PU3NKO-XUMUIECKHX CBOMCTB
aMUHOKUCJIOT B XOJ€ 3BOJIOLMU (T.€. CIETYsI TOIIO-
joruu ¢unoreHeTndyeckoro NJ-mepeBa) ¢ Tmo-
Moliibio mporpaMmsel TreeSAAP 3.2 [19]. AnroputMm
9TOM IMPOrpaMMBbI ITI03BOJISIET COIOCTABISATh Ha0JII0-
JaeMoe pacmpeneiieHe M3MEHEHUM (PU3NKO-XH-
MMYECKMX CBOMCTB aMMHOKUCJIOT (BCErO aHaIU3M-
pyercst 31 cBOMCTBO) B (PMIIOTEHETUYECKOM JepeBe
MTIHK c oxxupaeMbIM pacrpeneieHueM, OCHOBaH-
HOM Ha TIPEIIOJOXEHUN O CIlydaliHOM XapakTepe
aMUHOKUCJIOTHBIX 3aMEH B YCJIOBUSIX CEJIEKTUBHOM
HelTpaabHOCTU. McIiob30BaHNe Z-TeCTa IT03BOJISI-
€T OIICHMBAaTh 3HAYMMOCTh aMMHOKMCJIOTHBEIX 3a-
MEH B BOCBMM KaTeropwsix 3Ha4MMOCTH (mc), a
TaKKe OIpenessiTh TUIl 0TOopa. B cooTBeTCTBMU €
Mopaensio MMO1, umcrmonb3yeMoii B IIpoTrpaMMe
TreeSAAP 3.2, eciiu MOJOXUTEIbHBI OTOOP BbISIB-
JIeH B HauOoJiee paauKalbHbBIX KaTETOPUSIX 3HAUM-
moctu (mc =6,7u8, z> 3,09, P<0,001), To npen-
IoJjlarajm, 4TO CBOMCTBAa aMMHOKMKCIOT W3MEHSI-
JIUCh TIOJ, BIMSIHUEM HampaBjieHHoro otoopa [10,
11]. Takoit oTOOp MPUBOAUT K HanboJIee paguKaib-
HBIM aMMHOKWCJIOTHBIM 3aME€HaM U II0O3TOMY OOHa-
pYXeHHe HampaBJIeHHOTo 0TOOpa SIBJISIETCST CBUE-
TEJbCTBOM MOJIEKYJIIPHOM amamnTallud, ITOCKOJIbKY
pamuKaJibHBIE 3aMEHBI, MOIAEPXKMBAaeMbIE TaKOIO
pona oTOoOpOM, M3MEHSIOT CTPYKTYpPY U (PYHKILIMHU
0eJIKOB B OMpeaeIcHHOM HalpaBJICHUU U, TEM ca-
MbIM, ITO3BOJISIIOT OpPraHU3MYy JIy4Ille ITPUCIIOCO-
outbcest. KoHcepBaTUBHBIE aAMUHOKIMCIIOTHEBIC 3aMe-
Hel (mc=1,2wu 3, z> 3,09, P<0,001) cBunerenn-
CTBYIOT, corjiacHo Mmogenu MMOI [10], o BrussHUM
MOJIOXUTEJILHOTO CTAOMIU3UPYIOLIETO 0TOOpAa.

PE3VJIBTATbBI 1 UX OBCYXK/JIEHUNE

CTraTUCTMYECKMI aHaJIM3 pacIpeAcIieHUsT CH-
HOHMMMUYHBIX U HECUMHOHMMUWYHBIX 3aMEH B rar-
norpynmax U4, U5 n V moka3zain, 4To JIjIs Targior-
pynn U4 u V 3HaueHus nokaszarenst NI cocraBuimn
meHee 1 (0,91 u 0,5 coorBeTcTBEeHHO), a a1 US —
oosiee 1 (NI = 1,19). OnHako Bo Bcex CiIyJasix OTK-
JIOHCHMS B Ty WJIM UHYIO CTOPOHY OBLIM HEIOCTO-
BepHbIMU (P > 0,2), 1 moaTOMy MOJyYeHHbIE pe-
3yJbTaThl CBUAETEJIBCTBOBAIM O HEUTpaJIbHOM Xa-
paKTepe 3BOJIIOLINY ITPOaHAIN3MPOBAHHBIX TaIlIOT-
pynn mTAHK y eBponeiiues (tada. 1). Tectupona-
HUE TUIIOTe3bl O BIMSHUU 0TOOpa Ha MUTOXOHIPU-
aJTbHBIN TeHOMOH]I eBPOIIEHIIEB MMPOBEICHO TaKXKe
Ha YPOBHE OTIEJIbHBIX T€HOB, KOIUPYIOIINX OCIKMN.
OnHako 3To MCCIeI0OBaHUE TaKXKe MTOKa3aJIo OTCYT-
CTBUE JOCTOBEPHOTO BIMSHUS TOW WJIM MHOH (op-
Mbl oTOOpa Ha reHbl MTJIHK B mpenenax nzydeH-
HBIX TaruIOTPYIIII.

IMockonbky ramnorpymnnsl MTAHK cocrosTt us
MMOATPYIII, KOTOPbIE MOIYT MMETh PETHMOHAJIbHO-

MAJIAPYYK

crielMpuIecKuii xapakTep pacipeneiaeHus, T.e. ObITb
CBSI3aHHBIMU C OIIpeIeIeHHBIMU reorpapuiecKuMu
IpyIIIaMU ITOMYJISIIWI, TO Iajiee aHaJIN3 IIPOBOIU-
qu Ha ypoBHe noarpynn MTAHK. Kak BumHo u3
TabJ1. 1, TOJBKO B OJHOM CJIydyae OTMeYaeTCsl BhICO-
KO JOCTOBEpPHOE BIMSHUE OTPUIIATEIBHOIO 0TOOpa
Ha noarpynny U5bl (NI = 11,79, P = 0,004). BoI-
COKM€ 3HAaYeHUs MHAEeKCa HEHTPaIbHOCTU OOHApY-
XeHbl Takke 111 moarpyni USald m U4d (NI =8,3
1 4,5 COOTBETCTBEHHO), OJHAKO 3TU BEJIMYUHbI He-
JIocTOBepHEl. B pamMKax MCHOJIb3yeMbIX CTaTHCTU-
YeCKUX MOAXOI0B OTpHUIIATeIbHBI OTOOp ClemyeT
13 IIpeobIagaHnsI HECMHOHMMMWYHEBIX 3aMEH B KOH-
LIEBbIX (60JIee MOJOIBIX B BOJIOIIMOHHOM CMBICJIE)
BETBSIX (PUJIOTE€HETUYECKOro JepeBa B CpaBHEHUU
CO CTBOJIaMMU, onpenesiommMu Kiactepbl MTIHK.

Ta6muma 1. OueHka BO3[ECTBHMS €CTECTBEHHOTO OTOOpa Ha
n3MeHunBocTh MTJIHK

Tamorpynmna | Pa3smep B| 3HauyeHue uH- | Cratuctuyec-
mMtAHK, reHoMax JieKca HeM- Kasl 3HaYNMOCTh
MOATPYIIIIbI tpasmbHOocTH NI | pazmuuii (P)

v 66 0,5 0,2

Vi 22 1,12 0,8

U4 93 0,75 0,4

U4a 56 0,56 0,3
U4al 21 2,25 0,4
U4a2 33 0,17 0,09
U4b 16 0,5 0,6

Udc 8 0,42 0,9

U4d 13 4,5 0,28

us 213 1,19 0,3

USa 120 1,18 0,4
USal 67 1,05 0,6
USala 22 0,71 0,8
USalb 23 0,82 0,8
USalc 7 0 0,4
USald 8,33 0,1
U5a2 53 1,56 0,3
USa2a 22 1,2 0,7
US5a2b 22 0,92 0,7

U5b 93 1,22 0,4
Usbl 56 11,79 0,004
Us5b2 33 0,41 0,1

IMpumeuanue. [Ipeanonaraercs, YTo0 B OTCYTCTBUU OTOOPA WH-
nekc HelTpanbHOCTH NI nMmeet 3HaueHus, 6au3Kkue K 1,0; npu
NI > 1,0 oxxumaercst [eiicTBUE OTPULIATEILHOTO (OTCeKarolle-
ro) oroopa, mipu NI < 1,0 oxxumaercs AeiicTBHE TOJIOXUTEIb-
HOro oToopa.
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HNHTepecHO, UTO BCe TPU YKa3aHHbIE MOATPYIIITbI
MTJIHK 1Me1oT BbICOKMI 3BOMIOLIMOHHBIN BO3PaCT:
24,8 = 7,4 teic. net mas U4d, 19,1 £ 6,1 ThIC. JeT
s USald m 18,8 £ 5,2 teic. et miist USb1. D10 03-
HayvaeT, YTO HaKOIUIEHHEe HECUHOHUMUYHBIX 3aMeH
MIPOMCXOAMIO B IIPOMEXYTKE BpPEeMEHH, COOTBET-
CTBYIOIIIEM IIepEX0ay OT JIETHUKOBOTO MaKCUMyMa
(18—25 TBIC. NTET Ha3aa) K COBPEMEHHOMY MEKJIeI -
HUKOBbBIO. HesicHO, omHaKo, 4eM BBI3BaHO yCHIIE-
HYe HAKOIUIEHUS HECUHOHUMWYHBIX 3aMEH B KOH-
LIEBBIX BeTBsIX 3TUX KiaactepoB MTAHK — ocnabne-
HUEM OTPMIATEIbHOTO O0TOOpa, OTCEKAlOIIero 3a-
MEHBI, KOTOPBbIE MOTYT WU3MEHUTb CTPYKTYpHO-
(GYHKIMOHAJIBHYIO OpraHM3alliio OEJIKOBBIX MOJIE-
KyJl, WA Xe HeoOXOAMMOCThIO adallTUPOBAThCs K
MOTEIUICHHIO, YTO, HA000POT, MOIJIO IOTPeOOBATh 13-
MEHEHW aMUHOKHMCIIOTHBIX MTOCJIEIOBATEIbHOCTEM.

EnvHCTBeHHBIN NMpuMep, YKa3bIBalOIIMK Ha
BO3MOXHOCTb BJIMSIHUS IIOJIOXUTEILHOTO OTOOpa
(1, cnemoBaresbHO, aganTtanun) Ha kiacrep MTHK,
oTHocuTcd K nmoarpymme U4a2, nis KoTopoit 00Ha-
PYXK€HO OUeHb BhIpaskeHHOE (HO HETOCTOBEPHOE) OTK-
JoHeHue ot HeiTpanbHocTy (NI = 0,17, P = 0,09)
(taba. 1). B paMkax paccMaTpuBaeMbIX IOJIXOI0B
3TO CBUAETENBLCTBYET O TOM, YTO OTOOP Oaronpusi-
TCTBOBaJl HAKOIUICHWI0 HECMHOHMMMWYHBIX 3aMEH
Ha BCeX 3Tarax GopMHUpPOBaHUS TaIlJIOTPYIIIEL — U B
CTBOJIaX, MU Ha KOHIax BeTBeil. OmHAKO BO3pacT
noarpynmnel U4a2 cocrasisier Bcero 6,5 = 1,4 Thic.
JIET ¥ TTIO3TOMY OCJIabJieHre OTPULATeIbHOIO OT0O-
pa B JaHHOM CJTy4ae MMPUXOAUTCS Ha OTHOCUTEIILHO
TEIUIBIA MTEPUOL BPEMEHMU.

BnonnHe BeposITHO, YTO BO BpeMsI JICTHUKOBOTO
MaKCMMyMa T€HOMBI MUTOXOHIPHUU Jomeil yxke
(GYHKIMOHUPOBAIN B ONITUMAJIBHOM JIJISI 3TUX KJTHA-
MaTUYECKUX YCIOBUI pexXuMe, 4YeMy CIIOCOOCTBO-
BaJIM KaK OTOOP IIPOTHUB HEIIPUCITOCOOICHHBIX K XO-
JIOAY TEHOTUIIOB, TaK U BO3ZHUKHOBEHUE amallTUB-
HbIX BapuaHTOB. [Ipenmosaraercs, 4To Mo Mepe Mmo-
TEIUICHUS MUTOXOHIAPHUAJIBHBIN TeHOMOHI €BpO-
MeH1eB mpeTepIes ouepeTHbIe U3MEHEHUS, TaK KaK
MpexXe MoJje3Hble TeHeTUYECKe BapuaHThl CTaau
BpEIHBIMU, U IOTPEOOBAINCh HOBBIE alalTUBHBIC
BapuanTel MTJIHK [4, 5]. KoHeuHo, ayd4iie Bcero
TaKOM ClieHapUii MOT ObI OBITh IPOBEPEH ITyTEM CO-
MOCTaBJIEHUSI MUTOXOHIPHATbHBIX TEHOMOB COBpE-
MEHHBIX JIIOIEH W HAIIMX IPEeAKOB M3 Pa3IMIHBIX
snox. HanmpuMep, mpoBeaeHHOE HETaBHO UCCIIEH0-
BaHMe naMeHunBocTd MTIHK y KombITHOTO j1eM-
MUHTa — apKTUYECKOTO BUIA XXKBOTHBIX, M3 COBpPE-
MEHHBIX ¥ ICKOTIaeMBbIX ITOITYJISILIMIA ITOKA3aj10, YTo,
JIEICTBUTENIBHO, Ha IMPOTSIKEHUH TTOCIETHNX 25 THIC.
JIET TeHeTUYEeCKOe pa3HOOOpa3ne KOIBITHOTO JIEM-
MHMHTa pe3KO CHM3WJIOCH U, 00jiee TOro, MCUYEe3In
HEKOTOpHIC TeHETUYECKIE BapUaHThI (TeHa IINTOXPO-
Ma b, HapuMep), KOTOpbIe MOTJIM UMETh alalTUB-
HOe 3HauYeHue B JISTHUKOBOE BpeMs [20].

BUOXMNUMMHUA tom 76 BBII. 6 2011

861

Mexny Tem, CylllecTBYET U IPYroe OObsICHEHNE
MIPUYMH HAaKOIUIEHMSI HECMHOHMMUYHBIX 3aMeH B
KOHIIEBBIX BETBSIX (PUIIOTCHETUYECKUX IIePEBHEB.
Panee ObUTO TTOKA3aHO, YTO 3TOT MPOILECC 3aBUCUT
oT Bo3pacTa kiactepoB MTJIHK: konnuecTBo Hecu-
HOHMMMWYHBIX 3aM€H YBEJIWYMBACTCS C YMEHBIIIe-
HUEM 3BOJIIOLIMOHHOro Bo3pacra [7, 21]. Y3 atoro
¢akTa ciaemyeT, 4TO OTpUIIATeJbHBIA OTOOpP, HaIl-
paBJICHHBIN Ha CTAaOMIM3ALIMIO CTPYKTYPhl MUTOXO-
HIpHAIbHBIX TE€HOB, NEMCTBYeT Ha BCEX CTaOUsIX
spomounu MTAHK, HO yeM Oiumke K HaCTOSIIIEMY
BpPEMEHM, T€M BBbIllIE YacTOTa HECHMHOHMMUYHBIX
3aM€H, KOTOPHIE IIPOCTO €Ille He YCIISI IIPOTH BCe
CTamuy OTCeKalolero oroopa. B Takom ciydae
JalbHERIINI oTOOp OyIeT HallpaBJieH Ha SJIMMUHA-
LIMIO TaIUIOTUIIOB, HECYIINX HECMHOHMMMUYHbBIC 3a-
MeHBl. OOHAKO 3Ta TUIIOTe3a OCHOBEIBACTCS Ha
MPEIITOJIOKEHIU O TOM, UTO BCE€ BO3HUKAIOIINE He-
CMHOHVMUYHbIEC 3aMEHBI SIBJISTIOTCS] HE0IaronpusIT-
HBIMU, XOTSI, Ha caMOM JieJie, 3T0 He TaK. OCHOBHAas
HESICHOCTh, TAKUM 00pa30M, OCTaeTCsI B BOIIPOCE O
COOTHOIIIEHUM HEOJarorpusITHbIX B HacTosIlIee
BpeMs (T.€. BO3HUKIINX €Ie Ha CTaAUM agalTalllun
K X0J104y) 1 OJaronpusITHBIX (T.€. BOZHUKIINX YXe
Ha CTaauy MOTEIUIEHWs) HECHHOHUMMWYHBIX 3aMeH
B KOHLIeBbIX KilacTepax MTIHK.

PesynbraThl MOJIEKYISIPHOTO JAaTUPOBaHUS Du-
JnoreHeTnyeckux kiaactepoB MTIHK B mpenenax
rarutorpynm U4, U5 u V moka3bIBaloT, UTO 3BOJIO-
LIMOHHBIA BO3PACT 3TUX T'aIUIOTPYII, B OCHOBHOM,
He npeBbiaet 30 ToiC. JeT (Tada. 2). MHorue Kiac-
tepbl MTAHK onpenensitorcsi HECHHOHUMUYHBIMU
3aMeHaMM, KOTOpble Hau0oJiee MHTEPECHDI B IVIaHE
W3YYEeHMUs] MOJIeKYJIIpHOW amantauuu (Tada. 2).
st TOro 4TOOBI OLIEHWTh, HACKOJIBKO alallTUBHBI
MOJIEKYJISIDHBIE W3MEHEHMs, IIPOM3OIIeale Ha
Pa3IMYHBIX CTamMsIX (OPMUPOBAHUS TaILIOTPYIIIIL
MTIHK, HamMu ucnonb3zoBaH TreeSAAP-aHanus,
MO3BOJISIONIUI BBISIBIATh paguKajJbHble M3MEHEe-
HUSI aMUHOKUCJIOT, KOTOPBIE CIIOCOOHBI M3MEHSITh
(GU3NKO-XMMUYECKNE CBOMCTBA YJYaCTKOB OciKa.
IIpenmnonaraercs, 4To Haubosaee paaguKaibHbIE 13-
MEHEHUS CBUIETEIbCTBYIOT O BIMSHUY afallTalluu,
T.€. HampaBjaeHHoro otoopa [11]. Pe3ynsraThl aHa-
JIM3a TTOKa3ajId, YTO TOJIBKO TP 3aMEHEI SIBJISTFOTCS
panukanbHbIMU (Ta0J1. 2). OgHa U3 HUX BO3HUKIIA B
MOMEHT o0pa3oBaHms rariorpynibsl U4, xapakTep-
Ho# 1151 HaceneHust Bocrounoii EBpomnbl, 3aman-
Hoit u FOxHoit Cubupu, u 1Be 3aMeHbl BOSHUKIIU B
MoMeHT obpaszoBanus noarpynm USal u USalalb.
OTU MOATPYNIIEl XapaKTepHBI, IIABHEIM 00pa3oM,
st HacesneHust BoctouHoii u LlentpanbHoit EBpo-
nel. Bpemsi Bo3zHukHoBeHus: moarpynn Udal u
UbSalalb npuxoguTcst Ha CTaauil0 MaKCUMAaJbHOTO
IMOXOJIOAAHMS, TI0O3TOMY BIOJIHE BEPOSITHO, UTO 00-
HapyXeHHBIe paayKaJbHbIC 3aMEeHbBI CUTHAJIU3UPY-
10T 00 aJalTUBHBIX U3MEHEHMSIX T€HOB LIMTOXpoMa b
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Tabmuna 2. AHaau3 U3MeHeHU PU3UKO-XUMUIECKUX CBOMCTB aMUHOKMCIOTHBIX 3aMeH, aCCOLIMMPOBAHHbBIX C raliorpymnmaMmu

MTAHK pazinyHoro 3BoJI0IMOHHOIO BO3pacTa

lTannorpynmna Bospacr AMUHOKUCIOTHAsI Ien TTonoxwutenbHblit oT60p (P < 0.001), KaTeropuu 3HAUUMOCTU
mtJIHK (B TBIC. JIET) 3aMeHa U XapaKTep U3MEHEHUS CBOMCTB aMUHOKUCIIOT
CTabunu3upyomumii HanpagnenHslii (ananTanusi)

U4 21,2 M316T Cytb - 6, pH,;

Ud4c 24,0 F50L ND4 2,C, -

U5 31,0 Vo1l co3 1, Py -

USa 20,0 H16R Cytb - -

USal 19,2 TI58A Cytb — 6, pH;

USalalb 19,0 H4Y ND5 - 7, o,

U5b2 28,5 Q434R ND5 — —

USb2a 20,8 N8&8S ND2 — -

U5b2b 24,0 1100V ND5 — -

U5b2b 24,0 T432A ND5 — —

U4al 12,3 M201V ND5 — -

Udcl 11,1 S182A AT6 — -

USalblc 10,0 Al77T AT6 — —

USalb 10,3 N154S co3 — -

USa2a 8,5 S531T ND5 — -

Vi 9,8 157T ND2 — —

V1 9,8 M115V AT6 — -

[MpuMmedanue. Yka3aHsbl clienytolne n3MeHeHnsT (GU3UKO-XMMUYECKIX CBOMCTB aMUHOKUCIIOT: N303JIeKTprUecKasi Touka (pH,),
KOHTaKTHas obnacts cnimpanu (C,,), B-cTpykrypa (Pp), o--crmpais (a,,). IIpoyepk o3HadaeT OTCyTCTBHE HOCTOBEPHBIX (P < 0,001)

U3MEHEHMU CBOMCTB aMUHOKMCJIOT.

u ND5 y eBponeiilieB B leqHUKOBoe BpeMs. Creay-
€T OTMETUTDH, YTO B OTHOIIIEHUN aMHMHOKMCIOTHBIX
3aME€H B IIUTOXPOMeE b M3BECTHO, YTO 00€ OHU HaX0-
JATCS B TIETJIEBBIX yyacTKax Oejika, KOTOpble HaM-
Horo 0oJiee KOHCEpPBAaTHMBHbBI, YeM TpaHCMeMOpaH-
Hble yuacTku [8]. 3amena T158A npounsonnia B cd2-
cnupanu cd-netnu Qu-peaoKc IEHTpa IIMTOXpoMa
b, HermocpeACTBEHHO B3aMMOIEUCTBYIOLIECH ¢ 1U-
TOXPOMOM ¢;, KOOMPYEMBbIM SII€PHBIM T€HOMOM
[11]. DTOT y9acTOK O4eHb BaxeH IJisd (PYHKIIMOHU-
POBaHUSI AbIXaTSILHOM 1IEN, M TIO3TOMY BO3HUKA-
o€ B HEM aMUHOKMCJOTHBIE 3aMEHBl MOIYT
UMeTh aganTuBHOe 3HaueHue [9—11]. He menee
BaXXHOI sBNsieTcs 3aMeHa M316T B fg-metie mart-
PMKCHOTO IOMEHa IIUTOXpOoMa b, Takke UMEIOIIIEro
bosblioe (yHKIIMOHAIBHOE 3HaYeHue [11].

TakuMm 00pa3oM, aHAIN3 HYKJICOTUIHBIX ITOCIIe-
JIOBAaTEJIbHOCTE 1IeJIBIX MUTOXOHIPHATbHBIX T€HO-

MOB y HacejieHus EBporbl 1MO3BOIMI OOHAPYXUTh
aJalTUBHbIE BApMaHThI B pa3IMYHbBIX MUTOXOHIPH-
allbHbIX reHax W raruorpymmnax MTIHK, Bo3HMK-
1€ COTIAaCHO PE3YJIbTaTaM MOJIEKYJISIPHOTO JaTh-
pOBaHMSI BO BpeMsl IOCJIEIHETO JIGTHMKOBOTO TIe-
puona. OgHaKO TaKMX CUTHAJIOB amanTalliid O4eHb
MaJIO U TIO3TOMY BIOJIHE BEPOSITHO, YTO aJanTUB-
Hble BapraHThl MTJIHK ObLTM yTpadyeHbl B rojole-
He MO0 Mepe MOTEIUIEHMSI, HO 3Ta TMIoTe3a HyXIa-
€TCs B IIPOBEPKE C MTOMOIIBIO CPABHUTEIbHOIO aHa~
JIN3a TEHETUYECKOro MaTepuajga COBPEMEHHBIX U
NpeBHUX XuTeneit EBpornbl.

PaGota BeImosiHeHa py (pMHAHCOBOM MOIAEPIKKE
JampHEBOCTOYHOTO OTHeeHUs Poccuiickoii akane-
MuM Hayk (rpadT 09-3-A-06-221).
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Since modern Europeans appear to be rather descendants of the Late Pleistocene European peoples that survived the
last glaciations, it is quite expected to find in their modern gene pool the presence of adaptive genetic variants origi-
nating in the Ice Age. To search such adaptive variants, mitochondrial genomes of modern peoples from Eastern and
Central Europe belonging to haplogroups U4, US, and V, whose diversification was connected with the Late
Pleistocene and Holocene periods, have been analyzed. Results of analysis of distribution of nonsynonymous and syn-
onymous substitutions, as well as of search for radical amino acid changes arising under the influence of adaptation
(positive destabilizing selection), allowed us to detect signals of molecular adaptation in different mitochondrial genes
and haplogroups. However, there were few strong adaptive signals (z > 3.09, P < 0,001), which may be due to loss of

adaptive mtDNA haplotypes during the Holocene warming.

Key words: human mitochondrial genome, adaptive evolution, selection
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