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BBenenue

K mo/i3eMHBIM IpBI3yHAM OTHOCAT HpUMepHO 250 BUJIOB, MPOBOJSIIIX BCIO (HJIH TOYTH BCIO)
CBOIO KU3Hb B TO3EMHBIX TYHHE/JIAX. JTH BUJIBI PACIPOCTPAHEHBI 10 BCEM KOHTHHEHTAM 3a WC-
KJI0YeHneM ABcTpasmn U AHTAPKTHUIBL. Y XOJ MOJ] 3€MJII0 TIOMOTaeT U30e2KATh OTKPBITHIX KOH-
TAKTOB C XUIHUKAMU U CHJILHBIX TEMIEPATYPHBIX KOJIeOaHuii, HO MPUBOJIUT K BO3ZHUKHOBEHUIO
HOBBIX CTPECCOBBIX (PAKTOPOB: TEMHOTA, KUCJIOPOIHAS HEJOCTATOYHOCTDH U TUIEPKAITHUS, HEXBAT-
Ka IUIH, TOBBIIEHHBI HHMEKIMOHHbI doH [1]. DTo sBIIgeTCsS TPUYNHON HOSIBIEHHsT CXOIHBIX
MOPGOIOrNIecKUX IPU3HAKOB: PAa3BUTasi CEHCOPHAasl cucreMa (Kak KOMIIEHCAIUs 3PUTEJILHOTO Ka-
HaJIa BOCIIPUSTHS ), YCTONYUBOCTD K MMIIOKCUU U TUHEPKAITHUH, OCOOBIIl MeTabOIMIeCcKuil HaTTepH
(cHMIKeHHAsl TeMIleparypa Tejia, HU3KUH YPOBEHb OOMEHa BEIecTsB).

DBOJIIONMOHHAST OMOJIOTUST TIOI3EMHBIX I'PBI3YHOB JI€/1aeT UX MPEKPACHBIM MOJIEIBHBIM 00b-
€eKTOM JIJII M3yUeHUs aJalTalluii K CYpOBBIM YCJIOBUSM OOWTaHus. bBoJiee TOro, cpaBHEHUE OCO-
GEHHOCTEl TI0/I3eMHBIX I'PHI3YHOB (JI0JIT0JIETHE, YCTOHIUBOCTD K TUIOKCHUH) C KOPOTKOXKUBY MU
POJICTBEHHBIMM BHUJIAMU Ha MOJIEKYJISIPHOM YPOBHE MOXKET IIOMOYb B IIOHMMaHUU HAYaJJIbHBIX 3Ta-

0B (hOpPMUPOBaHNUS TIPOIECCOB ajanTanuii [2].



IlocTranoBka 3ajaun

Hecmorpst Ha m3yvdeHHOCTH MOP(MOJIOTMYECKUX aJAIlTAllil TPHI3YHOB K IOJ3EMHOMY O0Opa-
3y JKU3HU, MOJIEKY/ISPHBIE OCHOBBI 3TOIO IPOIECCa OCTAIOTCS He JI0 KOHIA MOHATHBIMEA. OcoObIit
MHTEPEeC BBI3BIBAET BOIPOC, HACKOJHKO KOHBEPIEHTHBI MOJIEKY/IAPHbIE MEXaHU3MBbI ajanTaruii y
dustoreHeTHYECKN HE3ABUCUMbBIX JIMHUI ITOI36MHBIX I'PBI3YyHOB.

B »3Toit pabore MBI pemmyim MPOBECTU IOUCK CJIEJIOB MOJIEKYISAPHBIX aJIalnTaluil y IoJI-
3eMHBIX TDBI3YHOB B PasHBIX (DHION€HETHUECKUX JIMHUSAX MojiceMelicTa moieBoubn (Arvicolinae,

Cricetidae, Rodentia).



1. O630p JUTEpPATYpPHI

[Tonzemuble TPLI3YHBI MPEJICTABIAIOT COOOM MUPOKO PACIPOCTPAHEHHYIO I'PYIITy TAKCOHOB,
KOTODBIE JKUBYT B OCHOBHOM IO 3eMJIell U BBICOKO aJanTupoBaHbl K 31oit cpene [3-6]. Tlomzem-
Hasg HUIIA, C OJIHONW CTOPOHBI, BAIMMINACT ITOA3EMHDBIX I'PBI3YHOB OT XHUIIHUKOB U OT KOJICOAHMI
OKPY2Kalomeil cpeibl W KCTPEMAJIbHBIX YCJIOBH, PeodIaJalommux Hal 3eMJIeil. 3aimra 0co-
OEHHO BarKHa B IEPHUOJIbI TOBBIIMIEHHON YA3BUMOCTH: BO BPEMs OTJIbIXA, CHA MJIU PA3MHOKEHUS.
OjtHako, ¢ JAPyroit CTOPOHBI, MTO/I3EMHAsT HUIIA SBJISIETCS OY€Hb CIEeIUATN3NPOBAHHON U CJIOXKHOM.
[TozemMHubIEe TPBI3YHBI )KUBYT B YCJOBUSX TEMHOT'O CTPECCA M JIUIIEHBI OOJILINTMHCTBA CEHCOPHDBIX
CUTHAJIOB, JOCTYIIHBIX HaJl 3eMJIeil, CTAJKUBAIOTCA C HU3KUM 3allacOM IPOIOBOJILCTBUS, TPATAT
OOJIBINOE KOJTMIECTBO SHEPIUN HA PHIThe |6| U mojBepraroTcst BHICOKOI MATONEHHO HArpy3Ke. [4].

[ToncemeiicrBo mosesounl (Arvicolinae, Rodentia) mpumedaresibHO TeM, 9TO OHO SIBISETCS
CaMBbIM MOJIOJIBIM CPEJIA I'PBI3YHOB, OBICTPO SBOJIIOIUOHUPYET U SABJSETCS OJIHON M3 caMbIX pas-
HOOOPA3HBIX I'PYIII, KOTOPbIe KOJOHU3UPOBAJIN IOYTH BCe JAHIIIAMTHl U TUIIBI MECTOOOUTAHUN B
CepepraoMm nostymapun. ['pei3ynasr Arvicolinae geMOHCTPpUPYIOT camMyto OBICTPYIO 38/ I0KYMEHTHPO-
BaHHYIO aJAIITHBHYIO PAIUAIAIO CPEIU COBPEMEHHBIX MJIeKonuTaronmx. CaMble paHHNE TTOJI€BOIbN
M3BECTHBI C MO3/IHEr0 MUOIeHa (0KOJIO0 7-8 MJH Jier) Kak B EBpasun, tak u B CeBepHoii AMepuke
[7,8]. TomcemeiicTBO HacuuTbIBAET OKOJIO 150 BUJIOB, CIPYNIUPOBAHHBIX [0 PA3HLIM OIEHKAM B
28-30 posioB, oTHOCsIIXCs K 8-10 Tpmbam [9]. Ynceso coBpeMeHHBIX BUJIOB B BOCEMb pa3 boJIbIIe,
1eM B cecTpuHCKOM TakcoHe Cricetinae, KOTOPBIH MPUCYTCTBYET B JIETOIHCH €Il C PAHHETO MUO-
nera [10]. Arvicolinae Bo3HUKJIA BO BpeMsi CEpUE TOBTOPSIIOMIUXCsT COOBITHIT OBICTPOro BHI006pa-
30BaHUs, 110 KpaifHeil Mepe, ¢ TpeMs «B3PBIBHBIMHU» IIEPUOJAMU ObICTPOI JUBEPTEHIINN B T€UEHUE
cBoeil 9BosONNONHOI ncropun [11].

BuyTpu 3T0it rpynibl 1o MeHbIei Mmepe 5 (puIoreHeTHIecKn JAIeKUX JTUHUM, BKIIOYAIOIIIX
Bcero okoJio 10 BUJIOB, JIEMOHCTPUPYIOT HE3ABUCUMBII ITEPEX0/I K 10/I3eMHOMY 00pa3y »Ku3Hu. [Ipo-
MeTeeBa 1oJieBKa — Prometheomys schaposchnikow: Satunin, 1901 mpejcrasiisier coboit caMmyio
PAHHIOIO SBOIIONUOHHYIO JIMHUIO CPEJIN BCEX COBPEMEHHBIX MOJIEBOYbUX U ABJIAETCA €IUHCTBEHHO
0/[3eMHOM (POPMOIT cpe/ii Tak Ha3bIBAeMOii 1epBoii BOIHBI pajuarmn moyeBok [11]. Pacxoxnerne
MexTy Prometheomys m BceMH JIPYTMMU TIOJIEBKAMU, COTJIACHO MOJIEKYJIAPHOMY JIATHPOBAHMUIO,
OIEHMBAETCST PUMEPHO B 7 MjH Jjier [24,25]. JIpyrue 1oj3eMHbIe JIMHUU HOABJIAIOTCS HAMHOIO
[032Ke W OTHOCATCA K HamboJiee MHOTOYUCIEHHON moc/eaneil Boyine pajguaruu. Cpein 3TUX Jiv-
HUI BBICOKOCIICIIMATU3UPOBAHHBIC TI0/I3eMHbBIe cienymonku Tpuosl Ellobiusini ¢ eauncrBennbiM
posom Ellobius Fisher, 1814, kKoTopbIii HacuuTBHIBAET 5 BUJOB B JBYX IOjpojax. Vckonaembie
OCTATKU CJIEIYIIOHOK M3BECTHBI Ha Pybexke ILIMONEHA-TLIEHCTONEHA, TIPUMEPHO 2,5 MuH Jier [12].
OrneHKN MOJIEKY/ISIPHOTO JIATUPOBAHUS JTUBEPIEHITIH [IO/IPOJIOB CJICIIYIIIOHOK COCTAB/ISIIOT IPUMED-
HO 4,5-4,8 muts Jier [11,13]|. Hekoropbie Buibl n3 pa3sHbIX POJIOB B Ipeieax caMoii MHOTOYHUCIEHHOIT
TpubbI Arvicolini (Bkitogaer mo pasubiM oreHKaMm 60-62 BHIOB) TakKe JIEMOHCTPUPYIOT Pa3/Ind-

HYIO CTelleHb aJallTalui K MoJ3eMHOMY 00pa3y Ku3Hu, B dacTHOCTU: Terricola subterraneus, de



Selys-Longshamps, 1836, Microtus pinetorum Le Conte 1830 u Lasiopodomys mandarinus Milne-
Edwards, 1830. 9tu Bubl npuHaIeKaT K PA3HbIM y3/aM B IIpejesax Tpubsl [14] u He aBiasgioTcs
MTOTOMKAMU OJHOTO OJrKaiiero obmero mpegaka. CecTpUHCKHE TAKCOHBI KayKJO0TO BUJIA — 3TO
BUJIBI, OOMTAIOIIE Ha IMOBEPXHOCTHU, UTO yKa3bIBAET Ha HE3aBHUCUMBIH MHOTOKPATHBIA Iepexojl K
o/[3eMHOMY 00pasy »KU3HU B Ipejesiax 5Toit TpuObl. basaibHast pajualius KpOHOBBIX TaKCOHOB
Microtus sensu lato (Briouast u Lasiopodomys) MoxeT ObITH OlleHeHa B 2,1 MJIH JIeT, MOCKOJIb-
Ky, COTJIACHO M3BECTHON MaIe0HTOIOTNIECKON JIETOINCH, HEITOCPeICTBeHHbIe Tipeaku Microtus s.l.

nosiBisitorcs 1o Beemy CeBepHoMy mosrymaputo okoJio 1,9-2,1 mute jier mazasn [15].

1.1. Pu3umosorndeckue u MopdoorndeckKke agalTalii TPhI3yHOB K

Imoa3eMHOMY 06pa3y 2KN3HN

Qu3noI0rnvecKre aIanTaIum, KOTOpble XapaKTepU3yIOT MMO3EMHbBIX MJICKOIIUTAIONINX, B OC-
HOBHOM CBsI3aHBI C BBIPAOOTKOW Teljia M aJalTallid K TUIOKCUHM W TUIIEPKAIHUNA BHYTPU HOPBI
[4,16]. YpoBeHb CHEIMATN3UPOBAHHBIX DEAKINI Ha 9TU SIBJICHUS, [I0-BUMMOMY, T€CHO CBHA3aH C
KOJITYECTBOM BPEMEHU, KOTOPOe OCOOb IMPOBOJUT IO 3eMJjieil. B To Bpemsa Kak Io4YBa U30/IUPYyeT
obuTaTesieit HOPbI OT SKCTPEMAJIbHBIX YCIOBUN HAJI3EMHON CpeJIbl, OHA TaKyKe CHUKAET CII0CO0-
HOCTb »KUBOTHBIX COpaChIBATH TEILIOBYIO HATPY3KY, BOSHUKAIOINILYIO BO BpeMsI HOPMAJIbLHON MeTabo-
JITYECKOH JIedTe/IbHOCTU WJIA TUIIEPAKTUBHOCTH, CBA3aHHON ¢ KortaHueM. Hopbl Takxke obsajgator
BBICOKOII OTHOCUTEJIbHON BJIA2KHOCTBIO, TAK YTO UCIIAPUTEJIbHOE OXJIayK/I€HUE C JIbIXaTeJbHbIX I10-
BEPXHOCTEl WU OT O0JIU3bIBAHUA KOYKU U BHYTPEHHUX OPTaHOB B HOpaxX HEI(P(OEKTUBHO, YTO €I1e

6obIIe yeyrybiisieT mpodseMy MoTepu TeILIa.

1.1.1. Cumkenne ypoBHs 6a3oBoro oomena (BMR)

JIBe KOHKYpHUPYIOIIHe, HO He UCKJIIOYAIOIIIE TUIIOTE3bl, 00bICHIIOT OHMKEHHYIO CKOPOCTD
ocroBHoro oomena (BMR) miekomuraomux, KOTopbie KUBYT U JOOBIBAIOT KOPM 1071 3emMJieit [17].
OTU rUIIOTE3bI IpeoaaraoT, uro Hu3knit BMR monseMHbIX BHI0OB THO0 KOMIIEHCHPYET OIPOMHBIE
SHEPreTUIecKie MOTPEOHOCTH TONCKA MOI3eMHBIX KOPMOB (TUIIOTe3a CTOMMOCTH 3aKanbiBanusd, the
cost-of-burrowing hypothesis), 1160 peoTBpaIaeT meperpes B CUCTEMaX € 3aKPBITBIMI HOPAMU
(rumoresa tersioBoro Hampsizkenus, the thermal-stress hypothesis). Awanms mokasas, 4ro B 3a-
CYILIUBBIX paifloHax porolIre MJIEKOIUTAIONIe UMEIT 3HauYnTebHo Oostee Huskuit BMR, 1em B
HOPMAJIbHO yBJIasKHEHHBIX. BMR 10o/13eMHBIX 1 POIONUX MJICKOIUTAIONINX B YBJIaYKHEHHBIX MTOY-
BaxX JIOCTOBEPHO He PasIuyaiorTcs, paBHo Kak 1 BMR kpymnubix (> 77 T) HOA36MHBIX U DOIONIUX
MJIEKOIIUTAIOIINX B 3aCYILIMBLIX PaloHaX. DTOT BBIBOJI IOIEP:KUBAET ITUIIOTE3Y O TEILIOBOM CTPEC-

ce, MIOTOMY YTO I'PYIIIBI, TOX0XKe, nMeloT ojguHakoBble BMR, HecMoTpst Ha paszindusi B 3aTparax



Ha J06bray nunm. Tem He meHee, Mesikue (<77 I') HOJ3eMHbIE MJICKOIUTAMOIINE B 3aCYIIINBBIX
paifioHax mmerT 3HaduTeIbHO Oosiee HU3KKMiT BMR, 1em pororue MiekonuTarone aHaJIoruaHOrO
pasmepa. Y IuTbiBasi BICOKYIO VACIbHYIO MACCy META0OU3Ma MEJTKUX XKUBOTHBIX, OYKUJIAETCs, 9TO
OHH HCIIBITHIBAIOT CUJILHBIN SHEPIeTUIEeCKIi 1 BOIHBIN CTpece B 3aCyILIUBLIX YCI0OBUAX. B Takux
YCJIOBUSAX 3HAYUTEILHO yMeHbIeHHbIE BMR Meaknux 1mojizeMHbIX BHJIOB MOXKET KOMIIEHCHPOBaTH

OrPOMHBIE 9HEpPTreTHIeCKIe OTPEOHOCTH B MOJ3eMHBIX KopMax [16-19].

1.1.2. KpoBgHoe maBjieHIEe W KOHIIEHTpaIllis rasa

UccrenoBanns na nokopax Fospalaz fontanierii Milne-Edwards, 1867 [20]| mokazasu pasiun-
YUsl B COJEP’KAHUN KUCIOPOJa W M3MEHEHUs] B KPOBIHOM JABJIEHUN B IEJIOM y 0CO0eil, MpoxKu-
Baromux Ha maaro B Tubere. PesynbraTsl mokazasum, 9To y 1MOKOPOB 60Jjiee BBICOKOE KOJTHMIECTBO
spurponutos (8,11 + 0,59 (10'2/:1)) u xonuenTpanust remorsobuna (147 + 9,85 r/1), HO remaro-
kput (45,9 £+ 3,29%) u cpegnuit spurponuTapHsiii 00beM (56,67 + 2,57 ¢ir) Obutn HIZKe, YeM y
JIPYTUX I'pbI3yHOB. KHC/I0poIHAas HACBINIEHHOCTh B BEHO3HOI KpoBHU ObLIa B 5,7 1 9,3 pas3a HIXKe,
YeM y THIILYyX U KPBIC COOTBETCTBEHHO. B pesysibraTe pasHUIlA HACHIIMIEHUS KUCJIOPOJIOM B apre-
pHUAJIbHOI KPOBH U BEHO3HO# KpoBH ObLIa B 2 1 4,5 pa3a BbIlIe y IMOKOPOB. Takxke oHM 00J1a/1a/1u
BBICOKOI yCTOWIMBOCTHIO K n3MeneHusiM pH B TkaHsx, a Tak»Ke ClIOCOOHOCTHIO IOy IYaTh KUCJIOPO/L
U3 UX MUIHOKCHYECKH-TUIIEPKAITHUIECKON CPEIbI.

B natoparopubix yeaosuax Spalaz sp. Guldenstaedt, 1770 Beikusan npu yeaosusax 3% O,
u jo 15% COq B Teuenue, 1o kpaitneit Mepe, 14 qaco 6e3 KaKux-100 M0OOIHBIX 3(DMEKTOB MIN
noBeJleHIeckux n3Mmenennit [21-23]. Tlpu rex ke ycioBusx kpbica 1depe3 2-4 4 norubaer [21]. Tlo
CPaBHEHWIO C JIPYTUMHU T'pbI3yHaMu JnudDy3nMOHHAsT CIIOCOOHOCTH JIETKUX TIO3EMHBIX I'PBI3YHOB
BbIIIe [24], 9TO T03BOJIAET MPOJOIKATL HACBIIEHUE KPOBH B JIEMKUX B YCJIOBUSIX TUIOKCUIECKU-
IUIEPKAITHIIECKON 00CTAHOBKHM. AMUHOKHUCIOTHBIE TIOC/IEI0BATEIBHOCTH NeMOTJIOONHA CJIETbIIei
coJiepzKaT MHOTO 3aMeH, KOTOPbIe, BEPOSTHO, MOBBIIIAIOT €r0 CPOJCTBO K Kucsopoy [25]. B Tkamsx
TUITA CKEJIETHBIX MBI Spalaxr TMIOTHOCTh MUTOXOHIPU, KAIIM/LIsIPHAS IIJIOTHOCTh U KOHIIEHTPA-
IUsl MUOTJIOOMHA 3HAYUTENIbHO yBesmdeHa [21,24,26]. Dro ymenbinaer auddy3uontoe paccrosiaue
KHUCJIOPOJIa JI0 MUTOXOH/IPHUiT ¥ 103BOJIsIeT 3(DMEKTUBHO JIOCTAB/ISATh €ro. AHAJIOTUYIHO, TalTOr/IO-
6uH |4] n MuOrIOOMH 27| HEKOTOPBIX CJIETIBIIIE COMEPKAT GOJIBINTOE KOJTUIECTBA AMIHOKHICIIOTHBIX
3aMeH, KOTOpPbhIe, TIOTEHIINAILHO MOBBIMIAIT CPOJICTBO K KUCJIOPOLLY, W, CJIEIOBATEIBLHO, OOJIbIIee
KOJTMYIECTBO KHUCJIOPOJIa MOYKET TPAHCIIOPTUPOBATHCA B TKAHU M3 KPOBb JIayKe [IPU HU3KOM KAIIHJI-

JIAPHOM JaBJIEHUU.

1.1.3. Iamenenue pasmepa u popMbI Teaa

PaBMep TeJa IMOA3EMHBIX I'DBISYHOB 3aBUCHUT OT CPEJIbI O6I/ITaHI/IH, QHEPreTUICeCKuxX 3aTpar

Ha PBIThe U Tepmoperyssiiuu [18,28|. Pasmep ymenbinaercs npu reorpadndeckoM n3MEeHEHUN Tell-



JioBoit Harpysku. [losoxkureibHas KoppeJsius Beca ¢ mupoToii (npasuio Beprmana) 6buia o6Ha-
pyxkena y Spalax ehrenbergi Nehring 1897, cpesin KOTOPBIX KapIUKOBBIE MOIMYJ/ISIIIUN BCTPEIAIOTCS
B ceBepHOii mycrbie Heres B Mapanse [16]. Hakorerr, skcTpemMaibHbIi aanTHBHbIA OTBET Ha Tell-
JIOBYIO Harpy3ky 3ameren y Heterocephalus glaber Riippell 1842, koTopsiil He TOJBKO Ma/IeHbKUit
U TOJIBIN, HO TaKyKe UMEeT caMylo HU3KYIo Temieparypy reja (okoso 32 °C) u caMyro IJI0XYIO CIIo-
COOHOCTH K TE€PMODPErYJISIIUI CPeJIM BCeX M3BECTHBIX MyeKonuTamomux [16]. D1u sxcTpemaibHbie
MIPUCTIOCOOJIEHNST HE TOJIBKO YMEHBIITAIOT TIePerpeB, HO M YMEHBINAIOT €Ke/THEBHBIE SHEPTeTHIeCKIe
TPaThl B YCJIOBUAX, KOTJIA MUIIEBbIE DECYPChI OrpaHuyeHbl [29).

dopma Teja BapbUpYeTCsi OT B OCHOBHOM Kpbicomonobuoii ( Tachyoryctes) mo mopco-BeH-
TpaJbHO CILIFOCHYTOH U K0JI0AcOoOOpas3Hoit (hOpMbI C ILJIOCKOI TOJIOBOM M KOPOTKOI MaCCHUBHOII
meeit (Spalaz), a nnuHa xBOCcTa Bapbupyercst or JymuHON (Heterocephalus) mo mosHOTO OTCYT-
crug (Spalax). Bec u mmuna tesa kosebimorest or 35 © u 80 mm (Heterocephalus glaber) mo 1
500 r u 300 mm (Bathyergus suillus Schreber, 1782) wmu Gosbine, obimeit JuHHON 10 535 MM,
(y Rhizomys). Pasmep BapbupyeTcss B 3aBUCHMOCTH OT BHJa, 10Ja (CaMIIbI B OCHOBHOM KpYITHEe
CaMoOK ), BO3pacTa, MeCTOHAXO0XK IeHus1. Mop/ia Bapbupyercst OT yIJIHHEHHO 0 IMUPOKKX, IIIOCKUX

¥ OPOTOBEBINKX (MCIIOIB3YIOTC JJIsd IpeccoBanus 1ouBkl) (Spalax, Bathyergidae) [5).

1.1.4. I3ameHeHne CEHCOPHBIX BOCHOPUSTHUII U OpUEHTAINS

Hekoropbie opranbl 9yBCTB Y IOJI3eMHBIX T'DBI3YHOB YMEHBIIIEHBI, OCOOEHHO Yy TOJTHOCTBHIO
nozemubix BujioB [30]. Cityx u rosiocoBoe obIieHue, 0JHAKO, OCTAIOTCA BasKHbIMU. [J1a3a moKasbl-
BAIOT BCE CTa MU perpeccuu ot cpereit (Spalacopus) mo manenbkux (Bathyergidae, Tachyoryctes,
Ctenomys, Myospalazx, Ellobius), MeJIKUX WM MOJHOCTBIO TOKPBITHIX KokKeil (Spalax). CTpyKTyp-
HO TJIa3a BapbUPYIOTCsS OT MOYTH HOPMAJBHBIX JI0 YAaCTUYIHO jereHepupoBanubix (Tachyoryctes
u Bathyergidae), wiu noaHocThIO jlerenepupoBanubix (Spalaz) [3|. Ocrpora 3penusi ymMeHbIaeT-
Csl COOTBETCTBEHHO. YMEHBIIIEHHBIH pa3Mep IJIa3 MOKeT OBITh CJIeICTBHEM: (&) HaJIudusi 0Tbopa
Ha [JIa3 MEHBINX pa3MepoB, (6) orcyTcrBus GakTOpOB, CTUMYJIUPYOMIUX PA3BUTHE 3PUTEIbHOIT
cucteMbl, win (B) OTPUIATEIbHAST IBOJIOIUOHHASI CTOUMOCTD (DOPMHUPOBAHUs GOJIBINUX [JIa3 110
CPaBHEHUIO C MPEUMYIINECTBAME TIO/JIEPXKAHNS OCTPOTHI 3peHus. B cOOTBETCTBUM C IEPBOIi I'UIIO-
Te30i1, HEKOTOPhIE aBTOPhI PACCMATPUBAJIM I'PYIIIBI ¢ IPE3BLIYANHO PEIYIIUPOBAHHBIMU T[JIA3aMU
Kak HamboJiee TPHUCIOCOBIEHHBIX MOA3eMHBIX MiekormTaonmx [31,32]. Bropas rumoresa mpemmo-
JlaraeT, 94To COKpalleHne rias3 0y/ieT 00bACHATHCA OTCYTCTBHEM (PaKTOPOB, OJIArOMPUATCTBYIONINAX
oThOpy B HalpaBjIeHUN 3pUTEIbHON cucrembl [33-35]. Hakoner, noc/ie/iHsst rumore3a CBA3BIBALT
MOPOJIOITIECKY IO PEIPECCUIO TJIa3 ¢ SBOJIOIMOHHBIM JIABJIEHUEM, CO3aBA€MbIM META00 M IeCKUM
OpemMeHeM Mo/ IepKaHust OOJIBITIX IJIa3 U HeyHKITMOHAIBLHOW BU3YAJIBHON MTOICHCTEMBI (POPMUPO-
BaHus nzobpazkenuii [32]. Bopru ¢ kosuteramu [36] o6HAPY KM B3AUMOCBSA3b MEXKJY YMEHbIIICHN-
eM IJIa3 U UCIOJIb30BaHNEM TOJIOBBI B KAUECTBE KJIMHA IIPU KOIAHUN Y PA3HBIX BUJIAX MOJBEMHBIX

rpei3yHOB. OHU TakzKe OOHADYZKHJIN CBsI3b MEXK/y THUIIOM parioHa (B OCHOBHOM IOJ3MHBIE HC-



TOYHHUKU AU, IIOJA3€MHbBIC 1 Ha3€MHbIEC UCTOIYHUKU XMW UJIX B OCHOBHOM Ha3€MHbIE€ HCTOYHUKN
IWIIN) U Pa3MepoM Tiia3 (Iyia3a MeHbIe, eCJid B paIoHe OOJIbIIe MOI3eMHBIX UCTOYHUKH TIHIIIN ),
BEPOSATHO, U3-3a PA3JIMYHON BEPOATHOCTH HANAICHUSA XUIIHUKOB. TakmMm 0OpazsoM, XUIHIIECTBO
Oy/IeT TPeJICTABIATE COOOM TPOIECC, CIIOCOOCTBYIONIHI (POPMUPOBAHUIO BU3YAJIBHON CHCTEMBI y
[IOJI3EMHBIX I'PBI3YHOB, KOTOPbIE JIOJ?KHBI BHIXOIUTH Ha IIOBEPXHOCTH B TOUCKAX IUIIU WJIA BBITAJ-
KIBATH Pa3PBIXJICHHYIO MOYBY Ha MOBEPXHOCTH T'OJIOBOM, YTOOBI TOCTPOUTH BLIOPOC.

Obonstane u oboHsATEIbHASI CBsI3b Xoporno pa3suthl [30]. TakTuibHOE YyBCTBO TakzXkKe pas-
BUTO ¥ T03BOJIAET 3P DEKTUBHO OPUEHTUPOBATHCA B HOpPAX, OCOOEHHO MPHU OBICTPOM JIBUKEHUU
Ha3al. CeHCOpHBIE JIEMEHTHI BKJIIOUAIOT 0COOBIE BOJIOCKU (BUOPHCCHI) Tejia, XBOCTA U MEPETHIX
nor. Y Heterocephalus ecTb roy0BHBIE, KOHIIEBLIE U MTOJIOBbIE BUOPUCCHI B JI00ABOK K CEHCOPHOMY
xsocty. Armstrong and Quilliam (1961, [37]) mogpobHO omucan THICAYIN CEHCOPHBIX IAIMM/T B
Hocax Myospalaz, koTopble naHepBUpYyIOTCa 15-20 HepBamu Kakwiii. [lomumo sToro, HegaBHUE
HCCJIeJIOBAHMS MTOKa3au, 9To Spalazr [38] 4yBCTBUTEIbHBI K CEHCMUIECKUM KOJICOAHUSIM.

[ToneBbie m j1abOpaTOpPHBIE YKCIIEPUMEHTHI TOJITBEPKIAIOT, YTO, HECMOTPSA HA CEHCOPHBIE
OrpaHUYIEHHs TOA3EMHDBIX I'PBI3YHOB U JIeUIINT OPUEHTUPOB B Cpejie OOUTAHWA, OHU ABJIAIOTCS
IPe3BBIYAHO IDDEKTUBHBIME HABUTATOPAME U N30ETal0T HEHYKHBIX BBICOKO3ATPATHBIX ITPOIEC-
coB DPBIThs. llepemerienne B TEMHOTE C WCIIOJIb30BAHUEM HE3aBHCHMOI OT OPHEHTHpA HaBHIra-
MU TIPOIIECC, TAKON KaK MHTerpanus IyTH (TakyKe Ha3bIBAEMBIN cumcsieHneM Koopamnat, dead
reckoning) MoxkeT MIpaTh BayKHYIO DOJIb JJisl MOJ3eMHBIX BUIOB. Spalar ehrenbergi mcnosb3yer
9TOT THUI HABUTAIUU B OIPEJEICHUN KpaTJIallIliero myTH MHOTOIUHeHHOro jgabupunta. [lisa mos-
3EeMHBIX I'DBI3YHOB BU3YaJIbHbIE CUTHAJIBI HE UMEIOT 3HAUYCHUs. 1eM He MeHee, BayKHbI HAIIPABJICH-
HbI€ CUT'HaJIBI OT I'eOMal'HUTHOTI'O II0JIA IO 3eMJieii u yxKe 6I)I.HO IIOKa3aHO, 9YTO OHHU rZLeI'?'ICTByIOT KaK
He3aBUCHMbIE OT CBeTa OpueHTUpbI Hanpasienus y Cryptomys u Spalaz [39).

JIun ¢ coasropamu [40] obHAPY KUK B JTAOOPATOPHBIX YCJIOBUSAX YJJIMHEHHYIO TPUHY/IUTE b
HYIO MTPOJIOJIKUTETBHOCTE TIPOoby K aenust Myospalax. Bosee Toro, con 6611 HACTOJIBKO IIyOOKUM,

9TO 9acCThbl€ U CUJIbHbIE NCKYCCTBEHHBIC HapyIICHUA HE IIOBJIMAIN Ha IIPOIECCHI B036y}K,ZLeHI/IH.

1.1.5. Mopdonorndeckue agannTaliun

[Tomzemuas cpema XapaKTepusyercs CIennUIecKUME 0COOCHHOCTAMUI, OTCYTCTBYIOIIUMA B
HaJB3eMHOI cpese oburanusa. Heyausureabno, 9To moa3eMuble BUILI 00Iaal0T XapaKTePUCTHKA-
MH, KOTOPbIe 3(pDEKTUBHBI I PHIThs U O0KUBAHUST HOP.

[ToazeMubIe TAKCOHBI AEMOHCTPUPYIOT 3HAYUTEILHYI0 KOHBEPIEeHIUIO B 00IEM ILIaHe Teja 1
crienuuIecKX YepTax, cBa3aHHbIX ¢ KonanueM [41]. Kak ormeuaer Xubaebpans [42], mopdoio-
rugeckue MOIN(UKAIINN CBA3aHbL, IPEXKJIE BCETO, ¢ HEOOXOINMOCTEIO PA3PBIX/ICHIA U TPAHCIOPTH-
POBKHU CTPOUTEILHOrO MaTepuasia (I0uBbl). B 4acTHOCTH, jjist 9TOT0 TPeOYeTCss MHCTPYMEHT JIist
KOIIAHUsI, CIIOCOOHOCTH IIPOU3BOIUTD U IEPEIaBaTh 3HAUUTEILHYIO CULY, CIIOCOOHOCTH IIEPEHOCUTH

I'Py3 U BBIHOCJIMBOCTDH IIPpU KOIIaHUU.
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KorTu, nepegane KOHEYHOCTH

[To/zBemEbIE MJIEKOIIUTAIONIE TPOABIAIOT CIEIUAJIA3AINIO B 00JIACTU KOIAHUS, COCPEIOTO-
YeHHYIO BOKPYT UX 3yOOB MJIM KOI'Teil. Y TeX, KTO CHelNaIu3upyercs Ha PbIThbe 3y0aMu, OOBITHO
KPYIHbBIE, CUJIbHBIE, OBICTPO PACTYINUE PE3I[bI, KOTOPbIE 3aX0IAT OCHOBAHUEM TJIyDOKO B HU€JIIOCT-
HYIO KOCTb JJO YPOBHA COYJIECHOBHBIX OTPOCTKOB. HI/I}KHI/Ie pe3nbl Jallle BCETO UCIIOJIb3YIOTCA JIJIA
yJaJeHnst rpsisu 42|, u MOITOMY OHH MMEIOT TEHJIEHIINIO M3HAIMBATHCSA ObICTpee, YeM BepXHIe
PE3IIbl WU MOJISIPBI. Psit Mo/3eMHBIX BHUJIOB MOYXKET 3aKPbIBATHL CBOU I'yObI 3a 3ybamu, He JlaBas
[OYBEe MPOHUKHYTH B POT [41,42]. MHOTHE IPBI3YHBI TaKKe MCIOJIB3YIOT CBOM KOT'TU U 3yObl Jist
Komaunst. Kortu npn Konauuu cxkuMaiorest ¢ 60koB [42], n kocTHas dasranra 9acto pacipocTpaHs-
€TCd B KOT'OTb. Hepe,HHI/Ie KOHCYHOCTH Yalle€ BCEI'O UCIIOJIL3YIOTCHA JIJIdd paCKallbIBaHU A (XOTH 3a/JH1e
KOHEYHOCTH 9aCTO MCIIOJIL3YIOTCA [Tl OTOPAChIBAHUSI PHIXJIONO TPYHTa Ha3a/) ¥, CJIeJ0BATEbHO,
UMEIOT OBICTPO PACTYINUE KOTTH, KOTOPbIe MOIUMDUIIMPOBAHBI I KOIIAHWS U OBICTPOTO POCTA.
Hexkoropble BHIBI UCIOIB3YIOT CBOU T'OJIOBBI WM HOCBI, YTOOBI IIPOOUTHCA B 1104UBY. Myospalar n
Spalax 1eMOHCTPUPYIOT STOT THUI PBHIThbS, W OOJBIIMHCTBO U3 HUX MMEIOT YILJIOTHEHHBIE ITOBEPX-
HOCTH, MCIOJIb3yeMble Jist Konauust [42]. Myospalaz Takke 061a1a10T KOPEHACTBIMEI ¥ KPEITKUME
[epeTHUME KOHEYHOCTAME U KOTTSMU JIjist Koranus [43]. Tem He MeHee, CUIBHO yJIMHEHHBIE KOITH
MOT'YT YCJIOXKHUTH yJIEPKAHUS MUK (B OCHOBHOM B (hOpMeE MAJ0YeK U KOPHEH paCTUTETbHOCTH ),
B TO BpeMsl KaK YelryidaThiii KOrOTh OOJIBIIIOrO MaJjIblia BOCIOJIHAT STOT HEI0CTaTOK. Bostee Toro,
9TOT BU/I CIIEIUATN3AINN HA KOI'Te OOJIBIIIOTO MaJIbIa TAKXKE IIOMOTaeT MOKOPAM B OYUCTKE I'PA3U

C TIOBEPXHOCTU KOPHEIA.

MbIHIbI ¥ cCKeJIeT

Bruitecnenune mousbl TpeOyeT OOJIBINMX MBIIMIEYHBIX Macc, a 3pdekTruBHadg Mepegada CUI
BKJIIOYAeT B cebsl COOTHOIIEHUE MOIHBIX PbIUaroB (B pbluare) K Harpyske (BHe pbruara). Iloj-
3eMHBIE T'PBI3YHbI IPOSB/ISIOT 3TH YePThl B 3HAYUTEJHHO OOJIbIIEH CTelmeHd, YeM UX Ha3eMHbIe
CECTPUHCKUE BU/IbI.

Xubaebpan [42] ob6cyKaaeT HeCKOIBKO CIOCOOOB KOMAHUS W MPEJCTABIAET JTOKA3aTe b
CTBa TOTO, YTO CIIENUAM3AIIN, CBI3aHHbIE C KayKJIBIM CIIOCOOOM, OTPayKaloTCsl B CKEJIETHBIX U
MBIIIIETHBIX CXeMaX KayKJOTr0 TAKCOHA: KOIAHWEe OCYIIECTB/ISIeTCs b0 (a) KPENKUMU KOPOTKUMU
[ePeIHUMU KOHETHOCTSIMU ¢ OOJIBINO MYCKYJIaTyPOil 1 OOJIBITUMEI KOTTAMU, KOTOPhIE MAKCHMI3U-
pytor cozaaBaemyto cuity (Myospalax), (6) BeLIAIOIMMEICA GBICTPOPACTYIIUMI U30THY THIMU Pe3Iia-
mu (Ellobius, Spalax, Bathyergidae, uckmodas Bathyergus, KOTOPBI KOIAET MEepeJIHUME JIATIAMH )
win (B) kombunanuio oboux (Ctenomyidae). ZKuBoTHOE OUUIAET BBIPBITYIO MOYBY 033U HETO,
UCI0JIb3Ysl 00e Tapbl KOHEYHOCTEH; OH BBIOPACHIBAET IOYUBY HAPYKY C IIOMOIIBIO MEPETHUX JIAll,
sajuux Jan (Bathyergidae), pasBopadnBaeTcs ¥ TOJKAET MOJOBO U TePeTHEl 9aCThIO CTOIBI U
HCIOJIb3YS Kak OyJibo3ep rooBy (Spalaz). YHUKaIbHAS MPOIELYPA PHIThs, IPU KOTOPOI YIEHbI

KoJIOHUU paboTaioT BMecre, ecth y Heterocephalus [41].
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Habioiaercst yBesimdueHue MbIIIEIHON MacChl U 00beMa B 9aCTdX TeJa, UCIOJIb3YEMbIX JIJIs
PA3JIMIHBIX THUIIOB KOMaHUs. KpomMe TOro, KOCTH, CBI3aHHBIE C PEXKUMAMU KOTIAHUs, CTAHOBATCS
IMIIPOKUMU U OI'PAHEHHBIMHU, OTparkasi UX (PYHKIMIO B KadecTBe IJIATMOPM I TPUKPEILICHUS
MOTIHBIX M [44,45]. BaskHO 3aKpenuTh 4acT Tejia, HEIOCPEICTBEHHO He CBsI3aHHbBIE C MPO-
IIECCOM KOIIaHUs, 0DecrevInBast TeM CAMbBIM YCTONYUBYIO IIATGOPMY s Tepegadn Tpedyemoit
cuibl. Hampumep, miedo JI0/KHO OBITH CTAOUIN3UPOBAHO, YTOOBI CJIYKUTH OCHOBOM IS JTBUZKE-
HIS TePEIHIX KOHEUHOCTeH, 1 OOJIbIITMHCTBO ITOI3EMHBIX BHI0B 00J1a1ai0T JIU00 CHeInUIecKIMI
MPUCIIOCOOIEHUSIMHE JIJIT TAKOW CTaOWIN3AINH, JTUO0 YCUJIEHUEM ITPU3HAKOB, OOHAPYKEHHBIX V UX
MeHee CIIeIMaIN3UPOBAHHBIX POJICTBEHHUKOB. 1TA30BbIil 110sIC, B OTJIMYHE OT SIUTes, SIBJISETCS HAM-

MeHee pa3BuTOil 00sacTbio Tesa [46].

ITokposBsbl

J/IBurkeHre B HOpax U TPAHCIOPTUPOBKA MOYBBI TAKKE IMPUBOJAAT K MOP(MOJIOTMIECKUM U3~
MEHEHHSAM Yy IOI3eMHBIX MJIEKOIUTAIONNX. BuJibl, KOTOpbIE ABJISIOTCA TOJHOCTBIO TTOJI3€MHBIMH,
OOBIYHO CTPOSAT TYHHEJH, KOTOPbBIE JIUIb HEMHOTO GOJIbIe, YeM WX COOCTBeHHbIH nuamerp [47).
Korya ocobu moBopaumBaioTcss B HOpe, OHU TOJKAIOT T'OJIOBY MEXKJy 3aIHUMHM HOTAMU WJIA IO
PEJILIeYbeM, TTOBOPAUUBAIOT TEJIO Ha IMOJOBUHY 00OpPOTa. DTO JBUKEHHUE YCUJIUBAETCH 3a CUET
Jipsibtoit KoM [48] 1 BoJstoC, KOTOpPBIE JIMOO OTKJIOHSIOTCS OT HAIPABJICHUS JBHKEHHUS, JIHOO Cy-

IECTBYIOT B BHJIe KODOTKUX JIETKO M30IHYTHIX IMeTHHOK [41,48].

1.2. MoJsiekyJsipHbIe aJIalTAIlUN I'PHI3YyHOB K MOJA3€MHOMY 00pa3y >KU3HU

B MosekyIsapHBIX HCCIeIOBAaHUSX JIOJITOE BpeMs IIpeBajinpoBasia HefiTpaabHasd TEOPUT IBO-
JIIOIIMU U HUJiest TOro, YTO 3BOJIIOIMSI T€HOB NPOUCXOJUT HE3ABUCUMO OT OKPYZKAIOIIUX YCJIOBUIA.
Nzy4enne ajanrauii 3aBUCUT OT KOJIMYECTBA U KadecTBa nmerornieiica nundopmaruu. Nzmenenue
IIOJIXO/I0B, B TIEPBYIO OYEPE/Ib, CBI3aHO C PAa3BUTUEM TEXHOJIOTUI CEKBEHUPOBAHUS U TIEPEXOJLY OT
cekBeHnpoBanus 110 CeHrepy K MeToJ/laM BBICOKOITPOU3BOANTEILHOIO CEKBEHUPOBAHUSI BTOPOTO U

TpEeTbhEro IMOKOJICHUA.

1.2.1. I3y4yeHue oT/ieJIbHBIX T€HOB

Nsy4enne aganTannii OTAEIbHBIX I'€HOB HAUMHAJIACH C TE€X JIOKYCOB, HHPOPMAIUNA O KOTO-
PbIX OBLIO DOJIBIIIE Beero. Harre Bcero 3Tu JOKyCcaMy siBJISLINCH (PUIOTeHEeTHIEeCKIe MapKephl, I9TO
1 OObSCHSIJIO HAJUYINE OTCEKBEHUPOBAHHBIX IOCIEI0BATEIHHOCTENR v OOJIBIIOTO KOJUIECTBa BU-
JIOB U BHYTPUBHUJIOBBIX I'PyIil. it OOJBIIMHCTBA BUIOB MJIEKOIIUTAIONINX TAKUM JIOKYCOM OBLI

MUTOXOHIpHAJIbHBI TeH 1uToxpoM B (cytB).
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Huroxpom B — kj01eBO#t KOMIIOHEHT OEJTKOBOTO KOMILIEKCA bcl, BOBJICUEHHDBIN B OKWCJIM-
resibHoe hocdopennpobanne Ha MeMbpane MuToxoHApuiit u cuHTe3 AT® [49]. Cunres ATD —
BasKHeHMit MeTabondecKuM Iporecc. MoKHO IPeIoI0OKATh, ITO BCJIEJACTBHE TAKOW BarKHOI
GYHKITMOHAIBHOM HAIPY3KHU 3TOT T'€H B IEJOM COXPaHsSIeT KOHCEPBATUBHYIO aMUHOKUCJIOTHYIO 10~
CJIeI0BATE/ILHOCTD. 'TeM He MeHee, U3MEHEHUs B 9KOJIOTUU BJIEKYT 3a cO0Oil m3MeHeHus: B MeTabo-
JIMIECKON TIOTPEOHOCTH OPraHW3Ma, B 1EJI0M U KJIETKUA B YACTHOCTU. DTO, B CBOIO OYEPE/Ib, MOXKET
U3MEHATD JIABJICHUE eCTECTBEHHOTO 0TOOpa Ha OEJIKU, KOTOPhIE YYaCTBYIOT B OMOXMMUYECKUAX ITy-
TAX KJIETOYHOI'O JIbIXAHU.

Orpomuyio paboTy M0 M3YUEHUIO BJIUAHUS U3MEHEHUI Ha MOJIEKYJISIPDHOM YPOBHE Y I0JI3€M-
HBIX I'PbI3yHOB mpojenasa Da Silva ¢ koseramu [50]. OHu mpoBesin aHAIN3 HA 9€THIPEX TPYIIIAX
00JIMTaTHBIX TOA3eMHBIX I'PBI3YHOB: Spalacopus, Ctenomys, Geomys u Heterocephalus. I1pu onernke
yPOBHs 0TOOpa Ha IUTOXPOM O 0Ka3aJI0Ch, UTO BCE YEThIpE I'PYIIIIHI ITOKa3a 11 60J1ee BHICOKHE 3HATE-
HIsI CAHOHUMUYIHBIX M HECUHOHUMYHBIX 3aMeH (dN/dS) orHocuTe/IbHO Ha3eMHBIX BHIOB. [lomMumo
9TOTO, B TeHe OBbLIN BBIIBJICHBI OTJIEIbHBIE KOJOHBI IO TOJIOKUATETLHBIM 0TOOPOM, XapaKTepHbIe
tonbko st Ctenomys m Spalocopus; Tonbko jast Ctenomys u Heterocephalus n 2 mosunun s
BCEX ITI0/I3EMHBIX I'PBI3YHOB.

B pabore Tomacko [49] y npeacrasureneit Ctenomys u Spalacopus OGbLIM UCCIICIOBAHBI yKe
JIB& MUTOXOH/IPUAJIBHBIX Mapkepa: cytB u Bropas cybbennaunanutoxpom okcungas (COX2). Oun
TakzKe OOHAPYZKUJIM MOBBIIIEHHOE 3HadeHne coorTHomenns dN/dS B T03eMHBIX TPYIIIaX MO CPaB-
HEHWIO ¢ HA3EeMHBIMU CeCTPUHCKUME Bugamu [49).

OT/e/IbHBIN HHTEPEC IIPEJICTAB/ISIOT UCC/IEIOBAHNS TTO36MHBIX IPBI3YHOB B YCJIOBUSIX ‘JIBOTi-
HOIl TUIIOKCUW : YKUBYIIUX I10J] 3eMJieii HAa BbICOTE€ OKOJIO 2 Thic M. OjHa n3 paboT IOCBAIIEHA
Kak pa3 TakoMy rpbi3yny: Fospalax fontanierii [51], sumemuanomy Bumy ¢ mwiaro Jléce B Kurae
[52]. Tpu uccienoBannbie 06IaCTH PACIPOCTPAHEHUs TIOKOPa OXBATBIBAJIN IPAJIMEHT BBICOTBI JI0
2000 merpos. CpaBHeHHE BAPUATUBHOCTU B AMUHOKHUCJIOTHON TOC/IEI0BATEILHOCTH IUTOXpoMa B
MEKJTy TPYIIIaMU TOKA3aJ10, YTO Y JKUBOTHBIX, OOUTAIONINX B BHICOKOTOPhE, AMIHOKUCIOTHOE Pa3-
HOOOpAa3Me CHUKEHO U I'eH HaXOJUTCS B KOHCEPBATUBHOM COCTOSHUU I10JT CTAOUIU3UPYIONIIM 0TOO-
POM, T.€. IPAKTUYECKH HEU3MEHEH CPeJI BhICOKOTOPHBIX 0co0eil (Crie/yer OTMETUTh, 9TO Y BUJIOB
¢ 6oJiee HU3KUX YYaCTKOB apeasia 9Ta U3MEHUYUBOCTD cpen ocobeiil ObLia 6ojiee sIpKO BBIPAXKEHA).

AanrTuBHBIE CBOiiCTBaA 1UTOXpOMa B ObLIN MMOKA3aHBI HE TOJIBKO Y TPBI3YHOB, HO Uy JPYTHUX
BHJIOB, BBIHY2KJIEHHBIX aJIAlITUPOBATHCS K CIIEIUAJIBHBIM YCJIOBUAM obuTanusd. Tak, uccaegoBanue
9TOr0 TeHa y KUTOOOPA3HBIX 110 CPABHEHUIO C JIPYTUMH MJIEKOITHTAIONIMMU, TTOKA3aJ0 HAJTTINe
OOJIBIIIOTO KOJIMYECTBA 3aMEH B MATPUYHBIX U TPAHCMEMOPAHHBIX JIOMEHAX IUTOXPOMA, KOTOPbhIE
MOTYT HPUBOJUTEH K M3MEHEHHUIo ero buoxummdecknx dyukiwmit [53]. Toxke 6bu10 MOKa3aHO M 115t
Hominidae. CBA3BIBAIOT 9TU PA3ININsI C BO3POCIINME SHEPTETUICCKUMUI 3aTPATAMI B HEOKOPTEKCE
[54]. Bepbutoasr Hosoro u Craporo Tekcra, MprcnocobIeHHbIe K 9KCTPEeMAaJIbHO Kape, MoKa3am

XapaKTepHble M3MEHEHUsI BO BCeX Tpex CcyObeaumHuiiax remax ruroxpomokcuiaso:: COX1, COX2

u COXS3 [55].
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s IIEpEeIUCJICHHBIX I/ICCJIG,[LOBELHI/IIU/I MO2KHO czeJiaTb BbIBO, YTO I'€Hbl MHUTOXOHIAPHUAJILHOI'O
KOMIIJIEKCa II0 OTAEJIbHOCTHU MOI'yT ObITD AJAIITUBHBIMA 1M U3MEHATHCA IIPU USMCHCHUUN SHEPIreTH-
YECKHUX HOTpe6HOCT€fI Oopranu3Mma. O,HH&KO, OT/ieJIbHbIE I'€Hbl HE MOI'YT IIOKa3aTh U3MEHEHUE KOM-
IIJIEKCa MUTOXOHAPUaJILHLIX I'€HOB B IEJIOM. r‘ITO, B CBOIO o4Yepeab, MOI'yT IIPOJEMOHCTPUPOBATDH

pa6OTbI 110 U3y49€HUIO a,ZLaHTaHI/Iﬁ Ha OeJIbIX MUTOXOHIPHUaJIbHBIX I'€eHOMaX.

1.2.2. I3yyeHne MUTOXOHAPUAJIbHBIX I'€HOMOB

Kaxk y»xke ObLIO OTMEYEHO, TOJ] 3eMJIeil CO3/AI0TCS YCIOBHS C IMOHUKEHHBIM COJIEPXKAHIEM
KHUCJIOPOJia W TOBBIIIEHHBIM COJIEPYKAHUEM YTJIEKUCIOTO ra3a, CIeI0BATEIHHO, KJIETKH MJIEKOIIN-
TAIOMIUX HCIBITHIBAIOT OKUCJUTENbHBIN cTpecc m3-3a runokcnu [56]. VcciaemoBanme Ha momsem-
HBIX [IPEJCTaBUTEISAX IBYX Oym3kopoacTBeHHbX rpymnn Octodontidae u Ctenomyidae: Ctenomys
u Spalacopus ToOKa3aa0 HAJTUIHE TOJOKUTETHHONO0 0TOOpA BO BCEX MUTOXOHJIPUAJIBHBIX I'eHaX, 34
uckioderneM reda ND3. KommdectBo (byHKIMOHATIBHBIX (IIPUBOJSAIINX K U3MEHEHUSM B CTPYK-
Type 6ejiKa) aMUHOKUCJIOTHBIX 3aMeH Ha caiiT Bapbuposaso ot 0,03 8 COX3 mo 0,38 8 ATPS [57].
[Toxoxkme pesynbTarThl ObLIN TOJy4YeHBbl npu ucciaegoBanun Ochotona curzoniae Hodgson, 1857
(Buga ¢ Tuberckoro miaTo u KUBYIIEro B ycaoBusxX rumnokcun): B renax MT/IHK wamm 186 3a-
MeH, 15 13 KOTOPBIX HAXOJATCS B KpaiiHe KOHCEPBATUBHOW TO3UIMKA U OCTAIOTCS HEM3MEHHBIME Y
BCEX JIDYTUX BUJIOB, B3ATHIX B aHaau3. lennl ¢ 3amenamu Bryodaor CYTB, COX1, COX2, ND2,
ND3, ND5 u ND6 |58].

UccnemoBanne Jpyrux MJIEKOIUTAIONMINX ¢ U3MEHEHHBIME SHEPIeTHIECKUMU 3aTPaTaMU I10-
Ka3bIBaeT aJalTHBHOCTH MHUTOXOHJIPUAJIBHOTO IeHOMa. JleTydre MBI, HAIPUMED, UCIOJIB3YIOT
IOJIET KaK CIOCO0 TepeIBUYKEeHNS, ITO ABJISeTCsT HEBEPOATHO 3aTPATHBIM C SHEPIreTUIEeCKONH TOUKN
3penns. Kak u y 0THIL, JJId [0JIeTa JETYIUX MbIIei TpedyeTcss CKOpOCTh MeTaboIn3Ma, KOTOpast
B 3-5 pa3 mpeBbIIaeT MaKCUMyM, HaOJIOJaeMbIii BO BpeMsi TPEHHPOBOK y HA3EMHBIX MJIEKOITH-
TAIONMX aHaaornIHoro pasmepa [59,60]. Onenka orbopa Ha MUTOXOHIPUAIBHBIX T€HAX JIETYIHX
mblmedi [61] mokasasa, 9TO KOJMYECTBO HECHHOHUMUYIHBIX 3aMeH IPEBBIIaeT CHHOHUMUYIHBIE B
resax ND2, ND3, ND4L, ND4, ND5 ND6 u COXS3 u, cnenosarenbno, 3uadenne w (dN/dS)
JIOCTOBEPHO BBIIIIE.

[TomMuMO TIEpEYNCIEHHBIX TPUMEPOB, MPSMOE BJIMSTHIE MUTOXOHJIPUAJIBHBIX IallJIOTUIIOB Ha
IPUCIIOCODJIEHHOCTD OBLIO OTMEYEHO Y BECJOHOIHX PavdkoB [62], mbieit [63] u npozoduibt [64-69).
CuresroBareibHO, MHOTHE DPAbOTHI, IPOBEJIEHHBIE HA PA3HBIX BHUAX, IMOKA3BIBAIOT, UTO H3MEHYHU-
BOCTH MUTOXOH/IPUAJIbHBIX T€HOMOB MOXKET UMEThH aJIallTHBHOE 3HadeHue.. OIHAKO, UCCIIeI0BAHUST

1I0I00HOT0 pOoJia Ha IPEJACTABUTEIAX IT0JIceMeiicTBa 0JIeBOUbUX HE ITPOBOJINJINCE.
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2. MarepuaJibl 1 METOIbI

2.1. Boiaenenune /THK

O6pasipl MBIIEYHON W KOXKHOW TkKaHu xpanuwin B 96% sranose upu -20 °C B KOJI-
gexiu Tkaweit n JIHK rpymmel MosieKysisipHON  cucteMaTuky  Mjekonuraromux (3o0s0ru-
vgecknii wHetuTyr PAH). Bee cukBeHchl, mpoaHAIM3MpOBAaHHbIE B paMKaX JaHHOH pabo-
ThI, OBLIU IIOJIydeHbl W3 MaTepuajia KOJJIEKIIMA HWJId ¢ OTKpbIToi 0a3bl jaHHbIXx GenBank

(https:/ /www.ncbi.nlm.nih.gov /genbank/).

2.1.1. Inasa ammindukalul OTAeJJbHbIX I'€HOB

FGHOMHyIO ﬂHK BbIJCJIAJIN C UCIIOJIb3OBAHUEM CTaHAAPTHOT'O IIPOTOKOJIA COJIEBOIA IKCTpPaK-

muu [70]. Bergesenne JJTHK npoBoiin B stabopaTopun rpyIiibl MOJIEKYIISpHOiT cuctematuku 31TH
PAH.

2.1.2. /Ijsa cekBenupoBaHusa mMmetoioMm NGS

lomorenmsaruio TKaHell BBIIOJHAIN C WUCIOJIH30BAHMEM CTYNKM u mectuka wianm (Qiagen
TissueLyser LT (Quiagen). /lust 6osbmuacTBa 06pasnos reaomuyio JTHK skcerparuposaiu ¢ mo-
mompbio Diatom DNA Prep 200 (Isogen, Poccust). Boinenenne JTHK mpoommioch B momere-
Hun, n3oaupoBaHHoM oT mnoct-IIIP-ycranoBok, ¢ mcrnosb3oBanneMm pabdodeir cranmun g [P
(LAMSYSTEMS CC) u paboueii HOBEPXHOCTH, BCe HHCTPYMEHTHI ¥ IJIACTMACCHI OBLIM CTEPH-
Jm3oBaHbl Y P-cBeTOM M XJI0paMUHOM-T, 9To0ObI n36exKaTh 3arps3HeHns. 3aTeM ObLIa IIPOBEIeHA
yJIbTpa3ByKoBas (pparmenTtarus obmieit renomuoit JIHK ¢ mcnonbzoBanneMm choKycupoBaHHOTO
yiabTpasBykosoro npubopa Covaris S220 (Covaris). [Tosryuennyto dparmentuposannyo JTHK oun-
[AJIM ¥ KOHIIEHTPUPOBAJIU € UCIIOIL30BAHNEM TapaMarHUTHON xuMun Ha ocHoBe rpanys AMPure
XP (Beckman-Coulter), ucrionbsys crangaprabiii pabounii nporecc. Konnenrpanuio JTHK onernn-
BaJu ¢ romoripio duryopumerpa Qubit (Thermo Fisher). Boigenenne JTHK npoBonnim B nienTpe

resomukn Ckonrexa (https://www.skoltech.ru/research/en/shared-resources/gcf-2/).
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2.2. Amumdukalys OTIeIbHBIX T€HOB METO/IOM IOJIMMEPA3HON [EemHOit
peaktiuu (I11P)

B nepBoit yactu paboThl jijis JIydInero pasperienns jJepeBa Arvicolinae npu anajmse n3MeH-
YUBOCTHU T'eHa cytB, HapsIy ¢ HUM OBLIM MCIIOJIb30BAHBI U CEMb siJIEPHBIX T'€HOB: I'€H Paka I'py/In
1 (BRCA1), sx30n 11; ren perenropa ropmona pocra (GHR), sk3ou 10; dparmenT rena Jeru-
TuH-x0sIecTepun-araTpancdepaser (LCAT), sk30HBI 2-5 U UHTPOHBI 2-4; reH GesKa-cypeccopa
onyxoseit (PT53), 9k30HbI 5-7 1 UHTPOHBI 5-6; reH KHTePGOTOPEIENTOPHOIO PETUHOWI-CBA3BIBAIO-
mero 6eska (IRBP); ren dakropa doun Bumiebpamma (vWF), sx30n 28; u ren kucioit pocdaraspt
turia V (Acpd), 9k30HbI 2 1 3 U YaCTHUYHAS KOJUPYIOIIAs TIOC/IEI0BATE/IbHOCT OBLIN aMILI(DU-

nupoBaHbl. Bee ncroib30BaHHbIe TIpaiiMepbl Iepevduc/iensl B Tabsmre 1.

Ta6smrna 1. Ilpaiimepsl, ucnonb3oBannbie B pabore. BHyTpenHue npaiiMepsl st CeKBEHUPOBAHUS
nomedensl (*).

I'en IIpaiimep ITocsienoBaresibHOCTE (5’ - 37) Ccpuika
cytB L14729 GACATGAAAAATCATCGTTGTTATT [71]
H15985 TAGAATGTCAGCTTTGGGTGCT [72]
BRCA1 F180 arv | CGGAACAGATGGGCTGAAAGTAAAG 73]
R1240 arv GGCATCTGCTGCAGGTTCTGTGT
GIHR arv_F GGCGTTCATGACAACTACAAA 1]
arvic. R ATAGCCACACGAGGAGAGGAACT
LCAT LCAT F CACCATCTTCCTGGATCTCAA 1]
LCAT R AAGAAATACAGCACATGTAGGCA
PT53 p53 2F TYCCCTCAATAAGCTRTTCTGCCA 174]
p53 3R GTTTATGCCCCCCATGCAGA
A3 CTGATGGGAATGCAAGCAGC
IRBP IPL* GACATCGCCTACATCCTCAAGCA 174]
IPR* CTCAGCTTCTGSAGGTCYAGG
B2a ATGAGGTGYTCYGTGTCCTG
V1 TGTSAACCTYACSTGTGAAGCCTG
JWF VIF* CTACCTCTGTGACCTTGCCCCTGA 75|
VIR* TCAGGGGCAAGGTCACAGAGGTAG
W1 TGCAGGACCAGGTCAGGAGCCTCTC
Acps AP5-120fwd AATGCCCCATTCCACACAGC 176]
AP5-564rev CCCGGGAAATGGCCAATG
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2.3. CekBeHUpOBaHUE

2.3.1. CexkBenupoBanue meTosom CeHrepa

[TIIP-ouncTKy npoBoAuIn ¢ ucnob3oanneM Habopa Omnix («Omuukcs», Poccust). TTIIP-
IPOJYKThI CEKBEHUPOBAJIN B 00OMX HallpaBjeHusix ¢ ucnojb3oBanneM ABI BigDye Bepcum 3.1.
Ha aBTOMATHIECKOM KanmuispHoM cekBenarope Genetic Analyzer 3130 (Applied Biosystems) B

kommanuu Esporen (https://evrogen.ru/).

2.3.2. Ilosryuenune KOpOTKUX NPOUYTEHUII METOJIOM CEKBEHUPOBAHUS

HoBoro nokojenus (NGS)

Bubnnoreku NGS nosydasnu ¢ ucrnosibzoBanneM Hadopa Jiisd mojrorosku oudmoreku JTHK
NEBNext Ultra II jgug Hlumina (New England Biolabs). IMoayuennsie mpomyxrsr [P oun-
aIM 1 KOHIEHTpHpoBasn ¢ ucrnoiab3oBanneM rpamys AMPure XP (Beckman-Coulter). Kom-
IEHTPAII0 00pa3IoB U3Mepsjin ¢ MoMoIbo duyopumerpa Qubit, a KoHTposb KadecTBa Onbd-
JINOTEK OCYIIECTBJISLIN ¢ ToMOIbIo mpudbopa Bioanalyzer 2100 u mabopa DNA High Sensitivity
(Agilent). CexBenupoBanue Boinosiasiin B cucreme [llumina HiSeq 4000, B pesysbrare dero cum-
TBhIBAHHE KOHIEBBIX Hap cocTapisio 75 m.H. KagectBo JIHK mposepsiin ¢ momorniso Qubit, okoH-
JaTeJbHOE PacIpejieleHre JJTNH TPOBEPOK COMEP:KUMOI0 aJantepa OMOJIMOTEK MPOBOJMINA C IO-
morpio Bioanalyzer2100 (Agilent). Ceksenuposanue nposoauiu B 1eHTpe redomuku CkoJsrrexa

(https:/ /www.skoltech.ru/research /en /shared-resources/gcf-2/).

2.4. C60pKa n aHHOTalIusd MUTOXOHJAPHUAJIbBHBIX T'€HOMOB

KadectBo neobpaboranubx UreHnii onenusajgoch ¢ momornipio FastQC [77]. Ounmienne
OT aJAlITePOB WM (HDPArMEHTOB C HU3KUM KadeCTBOM IPOBOJIMJIOCH C IMOMOIIBIO TPOrPAMMbI
Trimmomatic |78]. C6opka de novo 6bu1a ocymecTsIena ¢ uctonb3osanuneM plasmid SPAdes |79
¢ HacTpoitkaMu 1o ymosrdanuio. [lorydennble KOHTUTY OB OTPUIBTPOBAHDI 110 JJIUHE, U OBLIN
oToGpaHbl ¢ HAMOOJIBIIUM CXOJICTBOM IO pasmepy ¢ murtoxonapuaibioin JTHK (¢ yaerom minnb
MHUTOT€HOMA MJIEKOIIATAIONIEro TpuMepHo 16 T.1.H.). Bee mosurum ¢ HU3KUM KadecTBOM U TIOKPBI-
THEM, a TakKxKe (PparMeHThbl, CHILHO OTJIUYAIONINECT OT STAJOHHBIX MUTOXOHIPUAIHHBIX '€HOMOB
Arvicolinae, 6puin 3aMenenbl Ha N BpydHyo. CoOpaHHBIE TOC/IEIOBATETBHOCTH OETOK-KOTIUPYIO-

MMUX I'eHoB IIPOBEPAJIN Ha COAEP2KaHNE ITPEKJICBPEMEHHBIX CTOII-KOOHOB BPYYHYIO.
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Konruru 66111 anHOTHPOBaHbI ¢ IoMoIbi0 BeO-cepepa MITOS [80] ¢ macrpoiikamu 1o ymoJ-
YAHWUIO U C YI€TOM MHTOXOHIPUAJIHLHOIO TEHETHIECKOTO KO/ MTO3BOHOYHBIX. | paHUIlbl TeHOB ObLIN
IPOBEPEHBI U YTOYHEHDbI cpaBHeHueM ¢ 21 ormybJIMKOBAHHOM MOC/IEI0BATEILHOCTHIO MATOI'C€HOMA,

Arvicolinae.

2.5. BeipaBHUBaHUE

[TocnemoBaTe/IbHOCTH TEHOB cytB, AJepPHBIX I'€HOB U IMOJHBIX MUTOXOHJIPUAJILHBIE TE€HOMBI
OBLIN BBIDOBHEHBI ¢ MOMOIIBLIO TporpaMmbl Mauve 1.1.1 [81], peann3oBaHHBIM Kak MJIATHH s
Geneious Prime 2019.1 (https://www.geneious.com). KonkarenupoBantas 1oc/ie[0BaTeIbHOCTD

13 66JIOK-KO,ILI/Ipy10H_H/IX MUTOXOH/IpHUaJIbHBIX I'€HOB 61)1.)'[& OTOEJIbHO BbIPOBHEHA C MCIIOJIb30BaHUEM
MAFFT 7.222 [82].

2.6. OHeHKa HYKJIECOTHUAHOI'O COCTaBa MUTOXOHAPHUAJIbHbBIX I'€eHOMOB

BaszoBbiit HYyK/I€OTH/IHBIN cocTaB (IPOIEHTHOE COJEPKAHNE KaXKJIOr0 M3 HYKJICOTHIIOB) OBLI
paccantan B Geneious Prime 2019.1 (https://www.geneious.com). Cmernenne B HYKJICOTHIHOM
cocraBe (GC-skew) OBLIO M3YUEHO BBIYHCIICHUS OTHOCHTEIBHBIX 4acToT HykjeotwnoB C u G

CG3stew = % [83,84] ¢ momormpio makera BioSeqUtils B BioPython [85] B cpese Python 3.0.

2.7. PuiaoreHernveckass PeKOHCTPYKITUSI

Jlns aHau3a M3MEHIUBOCTH cytB ObLIO MOCTPOEHO (bUIOreHeTHIecKoe JIepeBO Ha OCHOBE
KOHKATEHUPOBAHHBIX SJEPHBIX N€HOB, KOTOPOE UCIOJIb30BAJIOCH JIJId aHAJIN3a MTapaJlIebHbIX 3a-
men rporpammoii TreeSAAP. Hawmydmmee cooTBeTcTBrE HECKOJIBKUX MOJIEIEHl 3aMEHbI JIIsT KarK-
JIOFO TeHa OIeHMBaJIOCh ¢ moMolibio Treefinder [86] B coorBercTBUU ¢ CKOPPEKTUPOBAHHBIM HH-
dbopmanmonnsim kpurepuem Akamke (AICc). BaitecoBckuii anaims Ha OCHOBE KOHKATEHHUPOBAH-
HOT'O BBIPDABHUBAHUS CEMHU TeHOB (pa3JesIeHHBIX 110 reHaMm) ObLT mpoBeser B MrBayes 3.2.6 [87).
Kazkiprit anam3 HauUMHAJICA CO CIYyYalHbIX JIEPEBbEB, U JIBa HE3aBUCUMBIX IporoHa ¢ 4 Mapkos-
cknmu 1ensimu Monre-Kapiao (MCMC) BbimostHsMeh Jijist 5 MUJJIMOHOB TIOKOJIEHHH, ¢ BBIOOPKOIi
kazkgoro 1000-ro mokosienusi. CrangapTHbIe OTKJIOHEHUS pasje/leHHbIX dacToT ObLan Huke (.01,

MOTeHINaJIbHbIe KO3(DDUIMEHTHI YMeHbIleHnd MaciiTaba Obutu paBHbl 1.0, a IMOCTOSIHHOCTH ObI-
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sa uccienosana B Tracer v1.6 [88]. KoncercycHoe JiepeBo 6bLIO MOCTPOEHO Ha OCHOBE JIEPEBHEB,

orobpanHbIx nocie 25% orxkura.

2.8. OI_IeHKa IapaJijae/JIbHbIX aMMHOKHNCJ/IOTHBIX 3aME€H 1N UX

pacrpeejieHus

2.8.1. lutoxpom b

JlocToBepHble (PUBMKO-XUMUYIECKIE AMUHOKUCIOTHBIE U3MEHEHUA MEXKJy OCTaTKamMu B cytB
ObLIH OOHAPYKEHBI C KCIOJIb30BaHueM Mojudunuposannoit mojgesn MMO1, peasmszoBanHHOil B
TreeSAAP v3.2 [89]. Bocemp kareropmit (1-8) MCIOIB30BAINCEH /I IIPE/ICTABJICHUS BEJIMIHHDI
PAJIMKAIBHBIX 3aMeH, U3 KOTOPBIX Kareropuu oT 6 /10 8 yKa3bIBalOT Ha HamboJiee pauKabHbIE
samenb! |90]. BHaumMmble mostoKuTENbHbIe 3HadeHns (kareropun 6-8, P <0,001) 6bum npuHATHI
KaK IPU3HAK 3HAYUMOIO M3MEeHEHUsi (PYHKIUU OeJIKa.

Pacripeiesienue CHHOHUMUYHBIX U HECUHOHUMUYIHBIX 3aMEH ObLIO PACCUUTAHO MEXKy I10JI-
3eMHBIMI ¥ HA3€MHBIMU BUJAMHU HA KayKJIOM y9IaCTKe OTIETHHO U OOBEeMHEHO IO KOOP/IMHATAM
JIOMeHa. 3HAYMMOCTH JaCTOThI 3aMEIeHNsT OIEHNBAJIACH C TIOMOIIBI0 TOYHOrO Kpurepusi Quiepa
1 MHOKECTBEHHOI KOppeKTUpoBKH XosiMa. Bee pacuersl nposoauiuch B iporpamme R v.3.4.4 [91].
Koopaunarer pomena Obiiu nostydennsl Ha caiite UniProt mo koopaunaram cytB Mus musculus:
https://www.uniprot.org/uniprot /P00158.

YacToThl HCIOJIB30BAHUA aMUHOKUCJIOT JIJIS KazKJIOM MO3UIUN reHa cytB onpejesim ¢ uc-
[IOJIb30BAHUEM BCEX TOC/IE/I0BATE/ILHOCTEN /I BHIOPAHHBIX BUJIOB, YTOOBI yUECTh BHYTPUBHUIOBHIC
Bapuaiuu. Beero 6b110 ipoanausuposano 6oJiee 6 200 mociiemoBaresibHocTeit: 131 7151 Moa3eMHbBIX
BuI0B 1 6 059 /15T HA3eMHBIX BHUJIOB. AMUHOKHUCIOTHBIE ITATTEPHBI OBLIN PACCIMTAHBI ¢ HCIIOJIb30-
BaHueM ckpunra Ha Python 3. Crarucrudyecknii Tect ObLT BEIOPAH C yIeTOM HEPABHBIX PA3MEpPOB

BI)I60pKI/I JJId BCEero aHaJin3a.

2.8.2. MuTtoxoHapuaJjbHble TEHOMBbI

Ornenka 3amen nponcxoauia nporpammoii ProtParCon (github.com/iBiology/ProtParCon)
C JAJIbHEHIINM [TOMCKOM aMHHOKUCJIOT, XapDAKTEPHBIX TOJIBKO JJIsl MOJ3EMHBIX I'PbI3yHOB. [Tomck

OCYIIECTRBJISLJICA C TIOMOIIBIO PYKOIIMCHOTO CKPHUIITa Ha A3bIKe ITporpaMmupoBanusg Python 3.
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2.9. Onenka ypoBHA oTOopa

KonnaectBo necunnonnvuanbix (dN) u cnroHEMEYIHBIX (dS) 3aMeH, a TakkKe w (MX COOTHO-
1menne) ObUIN PacCUUTaHbI ¢ UCToIb30BanneM codeml, peammzosanroro B PAMLA4 [92]. Bapuarnus
3HAYEHWI W OIEHMBAJIACH 110 Pa3HBIM BeTBsIM Hesasucumo (free branch ratio) [93]. TIporpamma
3allycKaach b pas, Mocje Yero Jisd aHaau3a BbIOMPaIoch MeJIMaHHOe 3HAUYEeHHe KasKJI0ro BH/IA.
Paznuaue sHavenuit w B rpylmnax IMPOBEPsIIA ¢ IOMOIILIO TecTa BuikokcoHa B rmnporpamme R
v.3.4.4 [91] ¢ yposrem 3naummoctu 0,05.

Kpowme Toro, jijist KaxKJ10ro moj3eMHoro sujaa (uim rpyiisl Buios st Ellobius) 6b11 ipose-
JIeH OTJIe/IbHBII anam3 1o BerBaM (branch). [logpasiesienne Ha aHaTM3UPyeMbIe IPYIIIBI IIPOU3BO-
JINJIOCH 110 TIPUHITAITY BBIOOPa (PUIIOr€HeTHIECKNX OJINKARIIIX HA3eMHBIX TAKCOHOB JIJI CDABHEHUS

w " boJtee VAaJIEHHBIX KaK BHEHIHAA I'PYIIIIA.

2.10. MoaenunpoBaHne TPETUIHOM CTPYKTYpPbI O€JIKOB

MbI cMoienpoBa/ii OCHOBaHHBIE HA TOMOJIOTHE CTPYKTYPBI cytB Kak dacTu KoMiuiekca bel
u3 Lemmus sibiricus Kerr 1792. u Ellobius lutescens. Obmmast apxuTeKTypa KOMILIEKca bel Masio
pasimIaeTcd M0 KPUCTAINIECKIM CTPYKTYPaM Y Pa3HbIX OPTAHM3MOB, OT JIPOXKIKEH J10 HECKOJIb-
KUX BUJIOB Miiekormraonmx [94,95], 1ro onpassiBaeT MojieupoBanue 1o romojioruu. Mol 6pasiu
3a OCHOBY MOJIEJIb KPUCTAJIMIECKON CTPYKTYPBI U TOC/IEI0BATEILHOCTH DEJIKOB KOMILJIEKCA ITUTO-
xpoMma bcl u3 Bos taurus ¢ pa3peniennem 2,4 A (nnenruduraTop 6aHKa TaHHbIX 110 6eskam: INTM
[96]). Barem mbr ncnosb3oBaau modeller (Beimyck 9.22) [97] s co3manus CTpyKTYD FOMOAMEPaA
bc1, mcnoJib3ys MOCIe0BATEIbHOCTD cytB 13 COOTBETCTBYIONMIErO OPraHM3Ma, HO COXPAHAs JPyTrHe
4acTU KOMILTIeKca u3 Bos taurus. Mbl mpuHsn TPOTOKOJI aBTOMO/IE/IMPOBAHUS C HACTPONKAMU 110
ymosrgaruio. Mogenn obuin Hastoxkenbl Ha INMT, u 3aMenb! ObLIu 1IpoaHaIn3uPOBAHBI BU3YaAJILHO
B PyMOL v.2.0 (Schrédinger, LLC), KoTOpbIii TakzKe HUCHOJBb30BAJICS JIJIsi TIOCTPOEHHsI PUCYHKA.

TpancmeMOpaHHbe YIaCTKU KOMILIEKCA OIEHUBAJIU ¢ TIOMOIbio BeG-cepepa OPM [98].

2.11. IIpenckazanue caittoB dpochopmmpoBaHUA

Yro0bl mpejicka3aTh cafiTbl (hpochOpPUIMPOBAHNA, BO BCEX CIYYasX MbI HCIIOJIL30BAJIN JIBA
pasubix nHcrpyMenta — NetPhos 3.1 Server (http://www.cbs.dtu.dk/services/NetPhos/) [99] u
GPS 5.0 (http://gps.biocuckoo.cn/online.php) [100].
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3. PesynbTaThl m 00Cy2K1eHTE

3.1. AHajin3 aganTUBHOII N3MEHYNBOCTH I'eHa cytB

B namewm ananuse Mbl nctosib3oBasn 62 mocsemoBarenbuoctu cytB s BuyioB Arvicolinae,
KOTOPBIE TPEJICTAB/IAIOT BCE OCHOBHBIE Pojia U TpuObl. Cpeau HUX HECKOJBKO (DUIOTeHEeTHIeCKN
HEPOJICTBEHHBIX BUJIOB, IEPEIIeIINNX K CYIIEeCTBOBAHUIO B IMOJA3eMHOM cpeje. Mbl BKIIIOIHIN B
aHaJIM3 BUJIBI U3 JBYX IMOJAPoJIoB poja Fllobius Fisher, 1814, monorunmdeckuit Prometheomys
schaposchnikowr Satunin, 1901 u Bunst Lasiopodomys mandarinus Milne-Edwards, 1871, Terricola
subterraneus de Selys-Longshamps, 1836 u Microtus pinetorum Le Conte, 1830 kax mnpemcraBu-
TeJieit TTOJI3eMHBIX IPBI3YHOB. MBI CpaBHUIN 3TU TAKCOHBI ¢ HA3EMHBIMU MPEJICTABUTEISIMI U3 22
pojios (puc. 1).

C nomorpio TreeSAAP Mbl mostyumim Crimcok Bcex 3HAYNMBIX 3aMeH (Kareropuu 6-8) s
U3yJaeMbIX BUJIOB B (DUIOTEHETHIECKOM KOHTEKCTE, IMOCKOJIbKY TOCIeI0BATEIbHOCTH aHAU3UPO-
BaJINCh C yIEeTOM (PUIOTEHETHIECKOTO TOJIOXKEHUsT BHjIa Ha jepeBe. V3 cnmcka 3HAUNMBIX 3aMeH
MBI BBIOpAJIM Te, KOTOPbIE BCTPEYAIOTCS 10 KpaiiHeil Mepe y TpexX W3 MOA3eMHBIX BUIO0B, HO OT-
CYTCTBYIOT BO BCEX Ha3eMHbBIX BUax. MbI HAILIM TPpU 3aMEHbI, KOTOPbIE YJIOBJIETBOPSIN HAITUM
kpurepusam: Ser57Pro, Asp214Asn u [1e338Val (puc. 1). Samena Asp214Asn 6bu1 obHApYKEHA

TaK2Ke 1 y CIEeUaJIM3UPOBAaHHBIX IMOA3EMHBIX I'DBISYHOB U3 APYTUX CEeMENCTB.
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0.01
FAMILY Cricetidae

Subfamily Arvicolinae

N

FAMILY Cricetidae, subfamily Arvicolinae

A

FAMILY Spalacidae

FAMILY Bathyergidae

Pucynok 1. OuoreHeTndeckoe IepeBO B3SITHIX B aHAJIN3 BHUIOB. Y Ka3aHbI AMHUHOKUICJIOTHBIE 3aMEHHI,

Subfamily Spalacinae

Subfamily Myospalacinae
Subfamily Tachyoryctinae
Subfamily Rhizomyinae

Subfamily Bathyerginae
Subfamily Heterocephalinae

position
consensus
P. schaposchnikowi
Ondatrini
Dicrostonychini
P. intermedius
Lemmini
E. tancrei
E. talpinus
E. lutescens
E. fuscocapillus
A. amphibius
A. scherman
Chionomys
L. gregalis
L. raddei
L. brandtii
L. mandarinus
Neodon
Alexandromys
M. cabrerae

Sumeriomys

T. daghestanicus
T. majori

T. subterraneus
T. thomasi

M. californicus
M. pinetorum
M. miurus

M. ochrogaster
M. richardsoni
Lagurini
Clethrionomyini
outgroup

S. ehrenbergi
N. nehringi

N. galili

M. psilurus

M. aspalax

T. splendens
T. ankoliae

R. sinensis

R. pruinosus
F. damarensis
H. glaber

XapaKTepHbI€ IJIdA IIOA3€MHBIX BUJI0B. HO,ILBGMHI)IG BHUJIbI OTME€4Y€Hbl CUHUM IIBETOM.
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Ser

Pro
Pro

Pro

Ala

Ala

214
Asp
Asn

Asn
Asn

Asn
Asn
Asn
Asn
Asn
Asn
Asn

Asn

338

lle

Val
Val

Val



JIs1 paccMoTpeHnst BHYTPUBHI0OBOIO aMUHOKHUCIOTHOTO MOJIUMOpP(PU3Ma Ha yIaCTKaX, WIeH-

tucunmpoBanubix TreeSAAP, Ob11 B3sT pacmmmpennbiit HaOOP JAHHBIX, cocTosmuit n3 6059 mocie-

noBarenbHOCTER CytB y1st HazemHBIX BUO0B 1 131 JjIs 1TO3EMHBIX BHJIOB. DTOT HAOOP JAHHBIX

BKJIIO4YaeT BCe, 9TO ObLJIO B Oase JaHHBIX Genbank mo BceM B3ATHLIM B aHAJJIN3 BUJaM Ha aBI'yCT

2020 roma. CpaBHeHne 4acTOT aMHUHOKUCIOT HA YYaCTOK BBIABUIO Oojiee 60 yIaCTKOB, KOTOPbHIE

CYIIECTBEHHO Pa3/IMYAlOTCs MEXKJLy TTOJIMHOYKECTBAME TIOJ[3MHBIX U HA3eMHBIX BUJOB (Tabimria

2). Cpean mux OblIn 3aMeHbl 57 1 338.

Tabuauia 2. CailThl ¢ JJOCTOBEPHBIM OTJIUYNEM YACTOTHI UCIIOJb30BAHUS AMUHOKHUCJIOT Y HA3EMHBIX U
[IOJI3EMHBIX BUJIOB. AMUHOKHC/IOTHI IPUBEIEHBI B yHUBEPCAJIBHON OJHOOYKBEHHOI Koaupoepke. Holm —

3Ha4YCHUE p—value IIOCJIE IIOIIPpaBKMW Ha MHO2KECCTBEHHOE€ TECTUPOBaHUE METOI0M XoJsma.

Ilosunusa | Holm | HazemHuble BUAbI IloazeMmubie BUObBI

3 0,003 | A:0,00388, 1.0,67137, L1:0,00071, | F:0,0177, 1.0,95575, V:0,02655
M:0,00141, N:0,00035, S:0,00106,
T:0,00035, V:0,32017, Y:0,00071

4 0,003 | A:0,00035, F:0,00105, 1:0,97484, | 1:0,61062, M:0,36283, T:0,02655
L:0,00175, M:0,01363, N:0,00035,
T:0,00035, V:0,00769

10 0,003 | L:0,99935, M:0,00065 L:0,97345, M:0,02655

11 0,016 | A:0,00032, F:0,00032, 1:0,99132, | 1:0,95575, M:0,00885, T:0,00885,
[:0,00032, M:0,00257, S:0,00064, | V:0,02655
V:0,00289, Y:0,00161

13 0,003 | [.0,8445, K:0,00032, L1:0,00664, | 1:0,62832, L:0,31858, M:0,0531
M:0,1476, V:0,00032, W:0,00063

17 0,003 | A:0,14015, 1:0,00031, S:0,85741, | A:0,00885, S:0,99115
T:0,00153, V:0,00061

23 0,003 | A:0,83373, R:0,00027, S:0,00348, | A:0,55814, T:0,44186
T:0,16252

33 0,003 | C:0,00212, F:0,99618, 1:0,00021, | F:0,95385, L:0,04615
[:0,00085, S:0,00021, V:0,00042

40 0,018 | C:0,99938, F:0,00041, W:0,00021 C:0,98462, G:0,00769, W:0,00769

42 0,003 | A:0,01348, F:0,00099, 1:0,85431, | A:0,04615, F:0,02308, 1:0,67692,
L:0,00079, M:0,09197, T:0,00634, | S:0,01538, T:0,22308, V:0,01538
V:0,03211

43 0,003 | A:0,00118, D:0,00039, 1.0,75666, | 1:0,36154, M:0,05385, T:0,16923,
M:0,00887, T:0,02189, V:0,211 V:0,41538

46 0,01 [.0,06471, 1:0,93472, S:0,00019, | L:1
T:0,00038

[Ipomomkenune Ha ciemayromieil cTpanuie
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Tabauna 2 — npoosKenue

ITosunmsa | Holm | Hazemuble Bumbl ITonzemHbIE BUIDI
50 0,005 | F:0,99946, I1.0,00018, L:0,00018, | F:0,97692, 1:0,01538, S:0,00769
S:0,00018
56 0,003 | 1:0,00034, S:0,00272, T:0,99694 P:0,00769, S:0,04615, T:0,94615
57 0,003 | A:0,00136, L:0,00034, P:0,00119, | P:0,0458, S:0,9542
S:0,99643, Y:0,00068
60 0,003 | A:0,38586, 1:0,00034, S:0,51283, | A:0,63359, S:0,32824, T:0,03817
T:0,10097
66 0,008 | L:0,00068, V:0,99932 [:0,01527, V:0,98473
67 0,003 | A:0,49248, S:0,00051, T:0,50668, | A:0,9771, T:0,0229
V:0,00034
69 0,003 | 1:0,99966, L.:0,00034 [.0,9771, M:0,0229
82 0,003 | A:0,01129, G:0,00034, 1:0,06625, | 1.:0,30769, M:0,69231
M:0,91571, T:0,00624, V:0,00017
102 0,003 | I[.0,23305, 1.:0,00101, M:0,39155, | 1:0,0687, V:0,9313
V:0,37439
118 0,003 | F:5e-04, I1.0,65786,  M:0,00151, | 1:0,9771, V:0,0229
N:0,00017, V:0,33995
133 0,003 | F:0,00033, L:0,99967 [:0,01527, L:0,9771, R:0,00763
149 0,005 | L:1 [:0,98462, M:0,01538
160 0,003 | L:0,99983, V:0,00017 1:0,02308, L:0,97692
162 0,003 | E:0,99745, K:0,00255 E:0,89231, K:0,10769
171 0,003 | D:0,99557, E:0,00085, N:0,00306, | D:0,88462, N:0,11538
Y:0,00051
178 0,005 | F:0,99983, V:0,00017 F:0,98462, 1.:0,01538
194 0,003 | F:0,37632, 1.:0,6157, M:0,00799 L:1
203 0,003 | A:0,00036, K:0,00054, S:0,00018, | S:0,02308, T:0,97692
T:0,99893
209 0,005 | A:0,06304, 1:0,00322, M:0,00036, | S:0,03077, T:0,96923
P:0,00018, S:0,10244, T:0,82611,
V:0,00466
212 0,003 | D:0,00018, N:0,99982 D:0,01538, K:0,03846, N:0,94615
215 0,003 | A:0,86109, S:0,01828, T:0,12063 A:0,98462, T:0,01538
221 0,003 | H:0,99424, P:0,00558, Y:0,00018 H:0,88462, P:0,11538
226 0,003 | I.0,6858, M:0,00108, T:0,00054, | 1.0,33077, M:0,00769, T:0,02308,
V:0,31258 V:0,63846

[Ipomoimkerne Ha cieayromnieil cTpaHuIe
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Tabauna 2 — npoosKenue

ITosunmsa | Holm | Hazemuble Bumbl ITonzemHbIE BUIDI

232 0,003 | A:0,11343, D:0,00018, G:0,00252, | A:0,32308, 1:0,03077, V:0,64615
1:0,02485, N:0,00018, V:0,85884

233 0,003 | F:0,00144, 1.0,00252, 1.:0,99586, | F:0,03077, L:0,96923
Q:0,00018

234 0,003 | F:0,02035, 1.0,91682, L1.:0,05221, | F:0,00769, 1:0,66154, 1.:0,30769,
M:0,0027, T:0,00018, V:0,00774 M:0,02308

237 0,003 | K:0,00252, 1:0,00036, M:0,96307, | A:0,26154, K:0,12308, M:0,57692,
S:0,0054, T:0,0281, V:0,00054 T:0,01538, V:0,02308

238 0,003 | A:0,4351, D:0,00018, G:0,3982, | A:0,72308, T:0,26923, V:0,00769
S:0,01242, T:0,0036, V:0,1505

239 0,003 | F:0,36712, 1.:0,63036, S:0,00234, | F:0,65385, 1.:0,31538, S:0,03077
V:0,00018

240 0,003 | I:0,00018, K:0,00072, M:0,99856, | K:0,10769, M:0,87692, T:0,01538
Q:0,00018, T:0,00036

241 0,003 | [:0,99027, M:0,00018, N:0,00036, | 1:0,67692, M:0,27692, T:0,03846,
T:0,00504, V:0,00414 V:0,00769

243 0,003 | A:0,11107, G:0,00018, N:0,00018, | A:0,3, T:0,65385, V:0,04615
T:0,32005, V:0,56852

248 0,003 | D:0,99802, E:0,00018, H:0,00018, | D:0,9, N:0,1
K:0,00018, N:0,00144

249 0,003 | A:0,06564, 1:0,48007, 1.:0,00054, | A:0,23256, F:0,00775, 1:0,75194,
M:0,00036, T:0,00343, V:0,44995 T:0,00775

256 0,003 | D:0,00036, F:0,04833, Y:0,9513 F:0,28319, Y:0,71681

266 0,003 | A:0,43584, P:0,56379, T:0,00037 A:0,00893, M:0,02679, P:0,96429

275 0,016 | I:0,00019, 1.:0,99926, M:0,00019, | 1:0,01802, L.:0,98198
P:0,00019, S:0,00019

281 0,039 | L:0,99907, V:0,00093 [:0,98198, V:0,01802

288 0,027 | G:0,00019, 1.:0,99907, M:0,00037, | L:0,98198, V:0,01802
V:0,00037

296 0,003 | L:0,99963, P:0,00019, V:0,00019 L:0,97297, M:0,02703

299 0,003 | F:0,00167, L:0,79117, M:0,00056, | F:0,00901, I.0,00901, L:0,94595,
S:0,00111, V:0,20549 S:0,02703, V:0,00901

300 0,003 | I:0,9358, M:0,00037, N:0,00019, | I:0,68468, V:0,31532

T:0,00019, V:0,06346

[Ipononkenne Ha cIeayroNeil CTPAHNTIE
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Tabauna 2 — npoosKenue

ITosunmsa | Holm | Hazemuble Bumbl ITonzemHbIE BUIDI

302 0,003 | A:0,99207, N:0,00019, S:0,0058, | A:0,81081, T:0,18919
T:0,00193

303 0,003 | A:0,0642, D:0,00039, F:0,23856, | F:0,01802, 1.:0,98198
[.0,03491, L:0,66001, M:0,00019,
R:0,00019, V:0,00155

304 0,003 | I:0,00019, 1.:0,42658, M:0,57148, | 1:0,01802, M:0,98198
N:0,00019, Q:0,00019, V:0,00116,
Y:0,00019

305 0,01 P:0,99942, T:0,00058 P:0,98198, R:0,01802

306 0,003 | F:0,03052, H:0,04976, 1:0,0344, | F:0,90991, 1:0,00901, L:0,08108
[:0,8206, M:0,00739, S:0,00019,
T:0,00019, Y:0,05695

311 0,045 | K:0,99903, N:0,00058, P:0,00019, | E:0,00901, K:0,98198, N:0,00901
V:0,00019

314 0,01 A:0,35146, F:0,00019, G:0,5193, | A:0,55856, G:0,36937, T:0,07207
L:0,00019, S:0,00253, T:0,12632

324 0,02 C:2e-04, [:0,05851, L:0,00078, | L:0,00901, M:0,95495, V:0,03604
M:0,91037, Q:2e-04, V:0,02994

325 0,003 | H:2e-04, P:2e-04, Y:0,99961 F:0,01802, Y:0,98198

327 0,045 | 1:0,92446, L:0,0012, M:2e-04, | I:1
T:0,00381, V:0,07033

329 0,003 | A:0,001, M:6e-04, T:2e-04, | 1.0,01802, T:0,03604, V:0,94595
V:0,99819

331 0,003 | D:1 D:0,96364, N:0,03636

334 0,003 | A:0,00143, [.0,70123, L:2e-04, | 1:0,94595, L1:0,00901, T:0,02703,
T:0,0135, V:0,28364 V:0,01802

335 0,008 | L:1 F:0,01802, L:0,98198

338 0,003 | [:0,99666, M:0,00022, N:0,00022, | 1:0,94595, V:0,05405
V:0,00289

349 0,003 | A:0,01107, 1:.0,89657, M:0,0131, | [:0,64865, 1.:0,01802, M:0,32432,
T:0,01265, V:0,06662 V:0,00901

353 0,003 | A:0,04928, H:0,00023, 1:0,0636, | A:0,01802, 1:0,00901, T:0,63063,
M:0,38653,  P:0,00023, S:7e-04, | V:0,34234

T:0,47407, V:0,02535

[Ipomoikenne Ha ciieayIoneil CTpaHuIe
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Tabauna 2 — npoosKenue

ITosunmsa | Holm | Hazemuble Bumbl ITonzemHbIE BUIDI

357 0,01 A:0,98307, G:0,00072, L1.:0,00119, | A:0,93694, G:0,01802, T:0,04505
S:0,00024, T:0,01479

360 0,003 | A:0,77274, E:0,00024, S:0,00048, | A:0,07207, T:0,92793
T:0,22654

365 0,003 | F:0,60583, I1.0,00025, L:0,39316, | F:0,03604, 1.:0,95495, P:0,00901
S:0,00051, V:0,00025

366 0,003 | I:0,00026, M:0,99974 M:0,98198, T:0,01802

369 0,014 | A:0,91371, G:0,00026, S:0,07742, | A:1
T:0,00782, V:0,00078

371 0,003 | 1:0,00999, K:0,00053, 1.:0,00053, | A:0,00901, 1:0,00901, 1.:0,03604,
M:0,97529, T:0,0071, V:0,00657 M:0,82883, V:0,11712

375 0,003 | D:0,29643, 1:0,00136, K:0,00027, | D:0,05455, N:0,94545
N:0,6853, R:0,00027, S:0,01309,
Y:0,00327

377 0,003 | L:0,78128, M:0,21844, R:0,00028 L:1

379 0,003 | L:0,98892, M:0,01049, R:3e-04, | L:0,67273, M:0,32727
V:3e-04

380 0,003 | D:0,97739, E:0,00428, N:0,01803, | D:0,66364, N:0,33636
T:0,00031

3aMeHa ceprHa Ha ITPOJIMH B OCTATKe H7 Y MOJ3EMHBIX I'PHI3YHOB MMOTEHIINAILHO YIAIIET CANT
dochopunmposanusg. Mbl ncosib30Ba/n JiBa pa3HbIX MeETOJA, YTOObI OIEHUTH cTaTyc (ocdopu-
smpoBanus sroro caiita. Ceppep NetPhos 3.1 npeackazan dpocdopumposanne kunazoit CDC2 ¢
onenkoit 0,518, GPS 5.0 npenckaszan kunasel AGC, PKN u PKN1 c onenkoii 65,363. Ilpenckasa-
HUS THITa KHHA3BI HE COTJIACYIOTCS JIPYT € JIPYTOM, OJTHAKO BCE ITPOTHO3bI YKA3bIBAIOT HA BBHICOKYIO
BEPOATHOCTDH (hocopumpoBanus 3roro caiita. Te ke MeToJIbI He TIPeICKa3biBan (HhochopuInpo-
BaHue jyid Asp214, u, HacKoJIbKO HaM u3BecTHO, Hu lle, Hu Val e moryT ObITh hochopunpoBaHbL.

Hykmeorunnas 3amena B nosoxkernn 338 (ATT> GTT), npusogsmast k 3amene [le338Val,
ObLT OOHapy:KeHa Kak BepoATHbIN mmaTored B 6aze jganabix ClinVar NCBI u cBsazana ¢ pakoBbIMEI
uporeccamu: www.ncbi.nlm.nih.gov/clinvar/variation/143898/.

Mpb1 cmojiesiupoBa/id CTPYKTYPY cytB, 9T00bl N3y4YUTh BO3MOXKHBIN CTPYKTYPHBINA 3 dekT
samen (puc. 2A). CornacHo Hamieil Mojesun, Serb7 obpalleH K MexKMeMOPaHHOMY POCTPAHCTBY
MUTOXOHIpHH. OH PACIOJIOKEH HA HECTPYKTYPUPOBAHHOM CEIMEHTE MTET/IN, OXBATHIBAIONIEM OCTAT-
ku 54-60. DTa nerisi KOHTAKTUPYeT C TOH Ke IeTjiell Ha BTOPOM MOHOMepe nutoxpoma bcl B
koMmiutekce (puc. 2B). B otmane or Ser57Pro, 3amererne Asp214Asn Haxonurces Ha nersie, obpa-
IeHHoi K MaTrpuiie MuToxoHIpun. OH KoHTakTupyeT ¢ N-KoHIOM cyObeauauinl VII koMmrekca

youxunos-niuroxpom ¢ peaykrasel 11T (UQCRQ) (puc. 2C). 3amena Ile338Val naxomurces Ha rpa-
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HUIIE pa3jieia a-crupasieil B tpancMemMbpanHtoit obiactu komiuiekca (puc. 2D). CymomenupoBanuast

CTPYKTYypa TOKAa3bIBAET, YTO 3Ta 3aMeHa OjaronpustcTByeT apyromy poramepy Ile350, koTopbrit

coceactByer ¢ ocrarkoMm H8 UQCRQ.

ASN-214

ILE-350

-

ASP-212
VAL-58

Pucynok 2. CTpykTypHast MOJIETb 3aMeH B KOMILIeKce TuToxpoma bel. A. O630p romoauMepa IuToXpoMa
bcl. Huroxpom b — rosyboit, UQCRQ - mypmypabIit. Bropoit MoHOMED OKpaitieH B KeJiThbiii 1iBeT. MecTa
3aMeHbI BbIJIeJIEHBI KpyKKamu. IMS — mMexxmeMOpaHHOe ITpocTpaHcTBO. B. YBenndeHHble CTPYKTYpPhI F.
lutescens u L. sibiricus, nokaseiBaforue 3ameny Serb7Pro. Mogens FE. lutescens ronybasi, L. sibiricus
— Gesas. C. 3amena Asp214Asn u ero Bzanmojeiicreue ¢ N-kouriom UQCRQ (mypnypssiii) D. 3amena
[1e338Val u cocennsisi nenouka UQCRQ (myprypHbiit)

Ornenka 3uadennii w (oraormenne dN/dS) y B3ATBHIX B aHAJIN3 BUJOB IIOKA3aJa, 9TO OHU OBLIH
BBIIIIE JJIs TIOJI3EMHBIX, YeM JIJisi HA3eMHbIX TAKCOHOB (puc. 3) mpu paccuere merojiom free brach.
SHavueHus y MOA3eMHBIX I'PhI3YHOB Kojebasuch ot 0,023 mo 0,247, a y Hazemubix Bujos ot 0,001
10 0,170. Cpemane nokazaresn o rpyime coctasuim 0,087 u 0,045 cooTBeTCTBEHHO.

Hecmorps Ha To, 9T0 pa3Huiia Mexx,1y CpeJHUMU 3HAYCHUAMU OblLiIa, He3HAUNTEIbHOMN, HAOJTIO-
Jlajach TeHJIEHIINs K OCIabIeHIIO OYUIIAIOIIEro 0TO0pa v MOA3eMHBIX I'PBI3YHOB. DTa TEHIEHITUS
TakxKe HabJoma ach npu npuMenennn branch mogesm B PAML, To ecrh aHamsy oTbopa 1o Kark-

JIOMY U3 TIOJ[3eMHBIX I'PbI3YHOB He3aBucuMo. [loaru y Bcex mo3eMHbIX BUIOB HAO/IIOAI0TCs DoJtee

28



0.25 - °
0.20 -
L ]
w
0.15 1 :
5 . Rodents lifestyle
©
- : .
o ] '511 rface-dwelling
=]
-%- . BS subterranean
0.05 -
0.00 +

Pucynok 3. Cpasuenne 3nauenusi dN/dS y 11036MHBIX 1 HA3€MHBIX IPBI3YHOB

BBICOKUE 3HAYEHUs W 10 CDABHEHWIO HA3eMHBIMU, 3a uckjodenuem Terricola subterraneus (puc.
4, rabrmia 3). Dra pasuuna Bapbuposasa ot 1 (Microtus pinetorum) mo 5 pas3 misa Lasiopodomys
mandarinus. Bce BUIbI TOKa3a/IM JOCTOBEPHBIE PA3INUNs 110 CPABHEHHIO ¢ HEHTPAJIBLHON MOIEIBIO
(b_neut) Ha BeTBAX, Y4TO yKas3blBaeT HA aJAlTHBHBIE TIPOIECCHl B TeHe cylB. JlocroBepHbIe pasiiu-
qust Mexkry BerBsaiMu foreground (nogzemubie Bubl) u backgrounds (HaseMmuble BUIbI) ObLIH J1IsT
BuoB Ellobius, Lasiopodomys mandarinus u Terricola subterraneus.

Tabauia 3. Onenka w B PAML ¢ ucnosib3oBanuem Beresimeiicst mojesm. Fg — foreground branch, Bg

— background branch. Bersu oboznauens! mserom Ha pucynke 4. b free — Mosesib HeE3ABUCHMOTO
pacdeTa 110 BETBSAM, b _neut — HefiTpajbHas MOJIEJb.

ITonzemubie Buapr | Fg Bg | b free /MO |b free /b neut
Ellobius sp, 0,0642 | 0,0243 2,33E-06 4,76 E-81
L. mandarinus 0,1325 | 0,0269 4,69E-05 0,00024
M. pinetorum 0,0233 | 0,0224 0,9327 4,62E-24
P. schaposchnikow: | 0,0617 | 0,0356 0,0711 1,26 E-09
T. subterraneus 0,0071 | 0,0343 0,05 2,48E-17

Kpowme Toro, Mbl paccauTasm pacipejiesieHre 3aMeH B KaxKJIOM caiite cytB oTaenbHO U 00b-

eJIMHUJIA TI0 KOOPJMHATAM JioMeHa. AHajau3 10 cafitam 1okasajg Tpu nosunuu (tabauna 4) co
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Pucynok 4. ®uiorenernyeckne AepeBbs, UCIOIb30BAHHBIE JJIsT OIIEHKH 0TOOPA M0 OTIEJILHBIM BETBSIM.
Hucsa - mpoaHaJIn3upOBaHHbIe 3HAYCHUS W. []o13eMHbIe BUBI 0603HAYEHBI CHHUAM 1IBETOM. 3Be3104Knu (*)
0003HAYAIOT arlocTepuopHbIe OaitecoBckue BepositnocTu 0,95-1,0.

BHAYUTEILHO 00Jiee BBHICOKUMU 3HAYCHUSIMU HECUHOHUMWYHBIX 3aMeH B cytB I0/I3eMHbIX BHUJIOB:
4, 237 m 241. Kpome Toro, ojiHa MO3UIUs UMeET BBICOKOE 3HAUYE€HNe CUHOHUMHWYHON 3aMeHbl: 236.
CpaBreHue pacipejieieHre 3aMeH M0 MeJIbIM jioMeHaM (Tabiuna 5, puc. 5) Mbl OGHAPYKUJIN 3Ha-
YUTeJIbHBbIE PA3INYIns B MEMOPAHHBIX JloMeHax 1, 2, 5 m 9 u TpaHCMeMOpDAHHBIX JIOMEHax b u 7
JIUIST HECUHOHMMUYHBIX 3aMeH (puc. Ha); u MeMOpaHHBIi jjoMeH 6 U TpaHCMeMOpPaHHBIN JOMeH 5
JIUTsl CHHOHMMUYHBIX 3aMeH (puc. 5b).

Tabuauiia 4. CaiiTel B rese cytB ¢ JJOCTOBEPHOI PA3HUIEH B YACTOTE 3aMEH MEXKJY ITOJ3€MHBIMU U

HAa3eMHBIME BujiaMu. NS - HECHHOHUMUYHBIE 3aMEHbI, S - CHHOHUMHUYHbIE 3aMeHbl, FS - TouHbIil KpuTepuit
Qumepa, Holm - 3uavenus: p-value mocsie nmonpasku Xoama-Boudepponn Ha MHOXKECTBEHHbIC 3HAYCHUS.

Tun 3amen | Ilosunusa | Ilonzemunie | Hazemubie Fs Holm
NS 4 0,875 0,1296 0,000049 | 0,023
NS 237 0,75 0,07 0,000084 | 0,038
NS 241 0,75 0,07 0,000084 | 0,039
S 236 1 0,148 0,0000038 | 0,002
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Tabuuua 5. Jomens! B rere cytB ¢ J0CTOBEPHOI pa3HUIlEH B 4acTOTe 3aMEH MEXK/Iy MOJ3eMHBIMU U
Ha3eMHBIME BUaMu. NS - HECHHOHUMUYHBIE 3aMEHBI, S - CHHOHUMUYIHBbIE 3aMeHbl, IS - TOYHBIN
kpurepuit @umrepa, Holm - sHagennst p mocie nonpaBku XoaMa-boHdeppoHn Ha MHOKECTBEHHOE
TectupoBanue, Memb - membpannbiit fomen, TM - TpancMeMOpaHHBIN JOMEH.

domenn1 | [lonzemubie | Hazemarbie | Tumn 3amen Fs Holm
Memb1 0,45 0,097 NS 0,00000033 | 0,000011
Memb?2 0,33 0,043 NS 0,00001176 | 0,000365
Memb5 0,263 0,047 NS 0,00033176 | 0,008957
Memb9 0,52 0,15 NS 0,00005434 | 0,001522
TMb 0,64 0,10 NS 0,00000001 | 0,000000
T™M7 0,29 0,06 NS 0,00004166 | 0,001208
Memb6 0,40 0,19 S 0,00000012 | 0,000004
TM5 0,42 0,19 S 0,00002733 | 0,000820

3.2. Anajns aﬂaHTHBHOﬁ N3IMEHYNBOCT MUTOXOHAPHUAJIbHBIX I'e HOMOB

[TepBoit 3a1aqeit pu aHaIM3e MUTOTEHOMOB CTaJja UX COOPKA M3 ChIPBIX KOPOTKUX ITPOUTe-
HUl, KOTOPBIE ABJISTFOTCS MTOTOBBIMU IIPOIyKTAMU CEKBEHATOPOB HOBOT'O TIOKOJIeHNs. Beero B rpyri-
e MoJiekysgapHoii cucremaruku 3VUTH PAH 6b110 cobpano 34 HOBBIX MUTOXOHIPHAJIbHBIX N€HOMOB
npecrapuTeseir Arvicolinae.

CobpaHHBIE MUTOTE€HOMBI ITPEJICTABJISIOT CODOM KOJIBIIEBBIE JBYXIIEITIOUETHBIE [TOCIIEI0BATE b
noctu JIHK. CocraB u MOps0K I'€HOB COOTBETCTBYET CTPYKTYPE MHTOXOHIPUAJIHLHOIO T'€HOMa,
JIpyrux Mjekonuraomumx: 13 6esok-kopupyomx renos, 22 rpancrnoprusie PHK (TPHK), nBe pu-
6ocomubiMun PHK (pPHK), u Hekomupytomas peryiasropras obsactsb (D-mets). leBars reros
(ND6 u 8 TPHK) 6b111t opreHTHPOBaHBI B 00pATHOM (reverse) HAIIPABJIEHUH, TOT/Ia KaK OCTaIbHbIE
TPAHCKPUOUPOBAJIMCH B IIPSIMOM HaIlPABJICHUH.

st majibHedinero aHajn3a Mbl B3sId CJIJlyolue HAOOPbl TAKCOHOB (OTMEYEHBbI YE€PHBIM
Ha PHUCYHKe D), UbU IOJIHBIE MHUTOXOHJIPUAJIbHBIE T€HOMbBI OBLIM JOCTYIHBI I aHajm3a. Ha-
zemuble Bubl: Ondatra zibethicus Linnaeus, 1766; Dicrostonyx torquatus Pallas, 1778; Myopus
schisticolor Lilljeborg, 1844; Lemmus sibiricus Kerr, 1792; Alticola tuvinicus Ognev, 1950;
Alticola strelzovi Kastsch, 1899; Craseomys rufocanus Sundevall, 1846; Craseomys requlus Thomas,
1906; Clethrionomys glareolus Schreber, 1780; Lasiopodomys brandtii Radde, 1861; Lasiopodomys
gregalis Pallas, 1779; Alexandromys fortis Biichner, 1889; Chionomys nivalis Martins, 1842;
Chionomys gud Satunin, 1909; Lagurus lagurus Pallas, 1773; Folagurus luteus Eversmann, 1840;
Microtus californicus Peale, 1848; Microtus longicaudus Merriam, 1888; Microtus arvalis Pallas,
1778; Microtus socialis Pallas, 1773; Terricola daghestanicus Shidlovsky, 1919.

[Momzemubie Bumbl: Prometheomys shchaposhnikowi, Lasiopodomys mandarinus, Ellobius (4

Busa), Terriocola subterraneus, Hyperacrius fertilis True, 1894.
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Pucynok 5. QujoreHernyueckoe JIe€peBO, MOCTPOEHHOE IO MOCJIEI0BATETLHOCTH 13 OeJIOK-KOIUPYIOIIIX
reHoB. Bujpl, B3AThIe B HaJbHEHIINN aHAIN3, OTMEYEHbI YepHBIM. PoMOMKOM 0003HAMEHDI MMOA3EMHDbIE

BUIbI.

,ZLJIH Ha4daJla MBI CpaBHUJIN MUTOXOHJIPpHUAJIbHbIC '€ HOMBI 110 GC-O6OF&LLL€HHOCTI/I 1 CMeEIIICHNIO

-------------------------------------------------- outgroup

GC-cocraBa (GC-skew). Pesynbrarer cpasrenusi cpeauux 3naderniit % GC u GC-skew nokazasm

CXOIHYIO TeHaeHuIo: yeandenne cpeanero suadenus % GC u ymenbimenus GC-skew. ITpu srom

pasHUIA HEJIOCTOBEpHAs, HO OOINast TeH IeHIMsT HaOIIOMaeTCst y BCeX MOI3eMHbBIX TPBI3YHOB (pHC.

6).

ﬂHH OIIEHKHU KOJIMYECTBa 3aME€H B MHUTOXOH/IpHUAJIbHBIX I'€HOMaX HCIIOJIb30BaJIU IIPOI'PaMMy

ProtParCon. ITpusmuir ee paboThl He OT/IMYaeTCsI OT UCIo/Ib30BanHoro panee TreeSAAP. Eciu nos-
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Pucynok 6. Cpasnenune % GC n GC-skew y 1013eMHDBIX 1 HA3EeMHBIX BUJIOB

CUNTATD B IEJIOM KOJIMYECTBO HECMHOHUMUYIHBIX 3aMEH, HOPDMUPOBAB UX Ha KOJUYECTBO B3ATBHIX B
aHaJIn3 BUJaX, TO Mbl YBUJIUM CJIICAYIOINYIO KapTUHY: H0JId HECMHOHUMHWYIHbBIX 3aMCH B MUTOXOH-
JIPUATBHBIX TEHOMAX TOJ3EMHBIX TPBI3YHOB OPa3o BBINIE, 9eM y Ha3eMHBIX. [Ipn 3TOoM pasHuna
JIOCTOBEPHAsI U Pa3/JIMYaeTcs OYTH B JiBa pasa (puc. 7).

Eciin nocMoTperh pacupesiesienue no 6eJI0K-KOUPYIOIUM TeHaM B OTJIEJIbHOCTH, TO CUTYa-
Ul HOBTOPUTCA — B KazKJ/IOM I'€HE J10JIsd 3aMEH JJOCTOBEPHO BBIIIIE Y IIOJA3EMHbBIX I'DBISYHOB, 9€M Y

Ha3eMHBIX (puc. 8).
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B masnbreiimem aHajuse Mbl, 10 aHAJOTUU C JIOTUKON MCCIEI0BaHUs IeHa cylB, MCKaau Xa-
pPaKTEpHBIE TOJILKO JJIs MOJ3EMHLIX I'PLI3YHOB 3aMeHbl. [Ipu anauze 6e10K-KOIUPYIOIMIMX MUTO-
XOHJIpUAJTBHBIX T€eHOB OBbITN BBISABJIEHBI TapaJuie/ibable 3aMeHbl B Tenax COX1, COX3, ND5, ND6

u cytB (tabauna 6). BosbIe Becero 3amen 66110 06HAPYIKEHO B reHe cytB.

Tabauna 6. O6HapyKEeHHbIE 3aMEHbI, XapaKTepHbBIE JIJTsT TOJI3EMHBIX TPHI3YHOB. AK — aMUHOKHUCIOTA

I'eu | Ilosunus, ak | I3HavyajibHadg ak | 3aMeHeHHas akK
COX1 73 M I
COX3 121 I A%
ND5 466 F L
NDG6 466 A \%
cytB 56 T S
cytB 338 I \Y
cytB 357 A T

s mourm Bcex 3amMeH B 0a3ax  JIAHHBIX HE OOHAPYKEHO  HUKAKOW  WH-
dopmanmum o0 maroreHHocTH. 3ameHa ke 338 B cytB mo 6aze gamabix ClinVar
(https://www.ncbi.nlm.nih.gov/clinvar /variation/143898/) MoxkeT mupmBecTH K OJHOMY W3
BApPUAHTOB paka (pak rpy/u) u cuHapomy Jlest.

[Torenmnuanibnoe uzmenenune hopcdopempoBaHus OKa3a/J0Ch BO3MOXKHBIM TOJIBKO B caiiTe
56 rena cytB. OpHako, Bce MpoaHAIM3UPOBAHHBIE HAME CepBEpa YKa3bIBAIOT Ha HaJmdue (ocdo-
peMpoBaHns B 000UX CIydasx: Kak ¢ T y Ha3eMHBIX, TaK U C S Y MO36MHBIX I'PBI3YHOB.

Kak Bu1HO 13 aHAIM30B, PE3y/IbTaThI, 0Ty YeHHbIe HAMU IIPH UCCIEI0BAHUN aIallTallil TeHa
cytB MOJTHOCTBIO MMOBTOPSIOTCS TIPU aHAIN3e OEJIOK-KOJIUPYIONUX F€HOB BCEX MUTOXOHIPUAJIHHBIX
T'€HOMOB. STO MOZKET I'OBOPpUTBH O BOBJICHECHHOCTHU IIE€JIOT'O MUTOI'€HOMAa B a;[‘aHTI/IBHbIIU/I poiIecc.

Omnenka GC-cocraBa TOKa3bIBaeT PA3HUILY U IMOBBIIIEHNE KOJTHIECTBA ITUX HYKJIEOTHIOB Y
OJ[36MHBIX I'PbI3yHOB. YpoBeHb cmerienns (GC-skew) y 10J3eMHBIX IPBI3YHOB 0 OTIEIHLHOMY
cytB 1 110 MEUTOXOH/IPUAJIBLHBIM T€HOMaM MEHbIIe, YeM Yy Ha3eMHBIX I'PhI3YHOB. HecMoTps Ha TO,
YTO pa3HUIA B 00OUX CJIyUasdxX HEJOCTOBEPHA, ITO MOXKET yKa3bIBATH HA &JIAIITUBHBIE CJIEIHI.

Cwmerierne B CTOpoHy HOBBIIeHHOTO cofepxkanus A /T nabmomaercs B Mmr/IHK mMuOrmx Bu-
JoB [101]. D710 MokKeT GBITH BbI3BAHO (haKTOPAMU, BIUSIONUME Ha CKOPOCTh nospexaenns JTHK
[102] m oTHOCHTETBHYIO OCTYIHOCTH KayKJIOTO HYKJICOTH/IA B KJIETOYHON Cpe/ie MUTOXOHJIPHN
[103|. AT-6GoraTble TeHOMBI MOTYT peILTUIUpOBaThCs ObicTpee, deMm GC-Gorarbie u, IpU MPOIUX
PaBHBIX, 00J18/IAI0T N30UPATETHHBIM IPEUMYIIECTBOM B TeTepOILIa3MaTnIeckoii momysisiiuu [104].
[TockoJsIbKY y MOA3EMHBIX IPBI3YHOB CHUXKEH OOIIHIil MeTabOJIMIeCKIil yPOBEHb, MOXKET TaKKe CHU-
2KaTbCdA U CKOPOCTDb PEIJIMKAIIUA MUTOI'€HOMOB. YTO U MO2KET IIOBJIEYDL O6OFaHJ;eHI/Ie GC-HyKHeOTH-
JIAMH U, TIOMUMO 3TOTO, 0O0ECIEYUTH OOJIBIIYIO YCTONYNBOCTD TIepe] aKTUBHBIMU (pOopMaMU KUC/IO-
po/ia.

Buepsbie nokazannoe Andrews [105] u B mocsieyoriem OBTOPEHHBIN 1EJIBIM PAJIOM UCCIIe-

nosaresteii [49,50,55,106], psii paboT CBUIETEIBCTBOBAJ B II0JIb3Y HAJIMYHS ITPU3HAKOB ITOJIOKII-
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TesIbHOrO 0TOOpa B 3BoJmonun rera cytB. Tlociemyomnue ucenenoBanus moka3ajim, ITo, HECMOTPS
Ha CUJIbHBIE PYyHKIIMOHAIbHBIE orpannydenus, MT/IHK Moxker mojiBeprarbes 1mo10KuTe IbHOMY Ha-
[paBJIeHHOMY OTOODPY, HAIIPUMED, B CJIydasiX, KOrjia Tpedyercs SHeproeMKuii o0pas3 KU3Hu U /1
orpaHMYeHHas JIOCTYIHOCThL Kucjaoposa [57,61,107].

B cBowo ouepesn, HeBo [4] koppenupoBan Bapuamnmioo MOC/IEI0BATEJILHOCTH YaCTH TI'eHA
cytB ¢ 9KOJIOTUIeCKUMU PA3INIUIMU MEXKTY XPOMOCOMHBIMU PacaMu CJIENBIX 3eMJIEKOIIOB Spalaz
ehrenbergi. Ha ceroHAmumii 1eHb BAUSHUAE STHX U3MEHEHUN Ha PECIUPATOPHYIO (PYHKIHIO OCTa-
ercs HesicibiM. Da Silva ¢ kosuteramu [50] o6HADYKUIH JTOCTOBEPHO G0OJIee BBICOKOE OTHOIIECHUE
dN /dS (w) — orHOIIIEHNe HECHHOHUMUYHBIX K CHHOHUMHUYHBIM 3aMEHAM — B HE3aBUCUMbBIX JIMHU-
SIX TIOJI3EMHBIX TPBI3YHOB 10 CPABHEHWIO C MX HA3EMHBIMU CECTPUHCKUMU BUJIAMEH. JTO IIPEJIIIO-
JaraeT CBs3b MeXKIly 9BOJIOIMeil reHa cytB (1 MoxkeT GbITh XapaKTepHO U JIsl BCEX OCTATbHBIX
MUTOXOH/IPHAJILHBIX T€HOB) U KOJIOHU3AIHsI TUIIOKCUYIecKoil cpejibl. Tlozinee 510 HabMO1eHIE ObI-
JIO TIOJTBEPKIEHO [57] ¢ mcmosb3oBanneM HabOpa U3 CEMU TOJIHBIX MUTOXOHIPUAJIBHBIX TEHOMOB
Octodontidae.

MpbI ucceoBam 9acTOThI 3aMeH KaK I10 TeHY B IEJIOM, TaK U 110 JOMEHAM Y TOJI3EMHBIX U
Ha3eMHBIX I'PBI3YHOB. B ciiydae anam3a oT/ie/IbHO cytB MbI TaKKe MIPOBEIN 3TOT aHAJIU3 110 BCEM
caiitam reHa. B oboux cirydasx JOCTOBEPHBIE PA3INInd B 9acTOTaX HAOJIIOIAINCH Jallle IPU HeCHU-
HOHUMUYIHBIX 3aMeHaX, YeM IIPU CHHOHUMUYIHBIX. BO Bcex reHax ypoBeHb HECHHOHUMHUYIHBIX 3aMEH
JIOCTOBEPHO BBINIE y TOA3eMHBIX IPBI3YHOB, U€M Yy HAa3eMHBIX. DTO OBTOPSIETCS IPHU TOJCIETe
COOTHOIEHNsT HECUMHOHUMUYHBIX U CHHOHMMUYHBIX 3aMeH JIjId TeHa cytB m anaamse 06eJI0K-KO/Iu-
PYIOIINX T€HOB MUTOXOHIPUAIBHOI'O NEHOMA.

Haiinermbie 3aMeHbI B MUTOXOH/IPUAJIBHBIX I'€HAX TOTEHIIUAIHLHO MOTYT BJIMATH Ha OMOXUMI-

YECKYIO CTPYKTYDPY Komiutekca. OHaKO, 9TO TpeOyeT MaIbHEeHIIero MoIeTnpOBaHI.
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4. BeiBoabI

[Ipn anasmse rena cytB ObLin 0OHAPYXKEHBI TPU 3aMEHbI, KOTOPbIE €CTh Yy (DUJIOreHeTH-
YeCKHU HE3ABUCUMBIX IT0/I3€MHBIX JIMHUI I'PHI3YHOB.

AHa 3 TpeTHIHON CTPYKTYPBI 9TUX 3aMeH [T0Ka3aJ/l, 9TO MOTeHIINAIbHO OHU MOI'YT IIPH-
BOJUTH K U3MEHEHUIO CTPYKTYPbI OeJIKa.

. ocroBepuble pasimtus B COOTHONIEHIN HECHHOHUMUIHBIX M CHHOHUMUYIHBIX 3aMeH (W) B
refe mMuToxpoMa b ObLn mokasanbl s BuioB pojga Ellobius, Lasiopodomys mandarinus
u Terricola subterraneus.

Kak npu anajmse orie/ibHO TeHa cytB, Tak W MOJHBIX MUTOXOHJIPUAIbHBIX T€HOMOB I10-
Ka3aHO, YTO YaCTOTa HECHMHOHUMUIHBIX 3aMEH JOCTOBEPHO BBIIIE Y TOA3EMHBIX I'PHI3YyHOB
10 CPABHEHHIO C HA3EMHBIMI.

[Ipu anauze OEJIOK-KOJUPYIOMMX MHUTOXOH/IPUAJILHBIX T'€HOB OBLIM BBISBJICHBI HapaJi-

JIeJIbHbIE 3aMEeHbI Y TOJI3eMHBIX I'PhI3yHoB B renax COX1, COX3, ND5, ND6 u cytB.
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5. 3akJiroueHue

[Iposesiennast Hamu padboTa roBOpUT 00 ocjabjeHnn oTdbopa Ha MUTOXOHJIPHUAJILHBIE T'€HbI
IIOABEMHBIX I'DBI3ZYHOB. STO IIOKa3aHO U C IIOMOIIIBIO ONEHKN YPOBHA 0T6opa Pa3HbIMU METOJaMU 1
OTJIeJIBHBIM TOACYETOM YaCTOThI HECHHOHMMUYIHBIX 3aMeH 110 caifiTaM U MOC/Ie Iy IOIIM CpaBHEHUEM
€ 9aCTOTOMI 3aMeH Y Ha3eMHBIX I'PbI3yHOB. TakKe B O€JI0K-KOAUPYIOMIX MUTOXOHIPUATHHBIX TeHAX
6bI.HI/I O6Hapy>KeHbI CaliThI C ITapaJijiIeJIbHbIMU aMUHOKHC/JIOTHBIMU 3aM€HaMH Yy (bl/I.HOFeHeTI/ILIeCKI/I

HEPOJICTBEHHDBIX ITIOJISEMHbBIX I'DbI3YHODI.

38



10.

11.

12.

13.

14.

Crmcok mcnoJib30BaHHOM JIMTEPATyPhI

Brodsky L.I. et al. Evolutionary regulation of the blind subterranean mole rat, Spalaz,
revealed by genome-wide gene expression // Proc. Natl. Acad. Sci. 2005. Vol. 102, N 47.
P. 17047-17052.

. Fang X. Convergent and divergent adaptations of subterranean rodents // PhD thesis.

2015.

Nevo E., Reig O. Evolution of subterranean mammals at the organismal and molecular
levels // Proc. fifth Int. Theriol. Congr. held Rome, Italy,. 1990.

Nevo E. Mosaic evolution of subterranean mammals: regression, progression, and global

convergence. // Oxford Univ. Press. 1999.

. Lacey E., Patton J., Cameron G.N. Life underground: The biology of subterranean

rodents. The University of Chicago Press, Chicago, Illinois, 2000. 449 p.

Begall S., Burda H., Schleich C.E. Subterranean Rodents: News from Underground //
Subterranean Rodents. Berlin, Heidelberg: Springer Berlin Heidelberg, 2007. P. 3-9.
Robert A. Martin. Biochronology of Latest Miocene Through Pleistocene Arvicolid
Rodents from the Central Great Plains of North America // Coloquios Paleontol. 2003.
Vol. 1. P. 373-383.

Fejfar O. et al. Microtoid cricetids and the Early history of arvicolids (Mammalia,
Rodentia) // Palaeontol. Electron. 2011. Vol. 14, N 3. P. 12.

Balakirev A.E., Abramov A.V., Rozhnov V.V. Taxonomic revision of Niviventer
(Rodentia, Muridae) from Vietnam: a morphological and molecular approach // Russ. J.
Theriol. 2012. Vol. 10, N 1. P. 1-26.

Gomes Rodrigues H., Marivaux L., Vianey-Liaud M. The Cricetidae (Rodentia,
Mammalia) from the Ulantatal area (Inner Mongolia, China): New data concerning the
evolution of Asian cricetids during the Oligocene // J. Asian Earth Sci. 2012. Vol. 56. P.
160-179.

Abramson N.I. et al. Supraspecies relationships in the subfamily Arvicolinae (Rodentia,
Cricetidae): An unexpected result of nuclear gene analysis // Mol. Biol. 2009. Vol. 43, N
5. P. 834-846.

Lychev G.F., Savinov P.F. Late Pliocene lagomorphs and rodents of Kiikbay // Mater.
Hist. fauna flora Kazakhstan, Almaty. 1974. Vol. 6. P. 39-57.

Lebedev V. et al. Cryptic variation in mole voles Ellobius (Arvicolinae, Rodentia) of
Mongolia // Zool. Scr. 2020. Vol. 49, N 5. P. 535-548.

Martinkové N., Moravec J. Multilocus phylogeny of arvicoline voles (Arvicolini, Rodentia)
shows small tree terrace size // Folia Zool. 2012. Vol. 61, N 3-4. P. 254-267.

39



15.

16.

17.

18.

19.

20.

21.

22.

23.

24.

25.

26.

27.

28.

29.

30.

31.

Martin R.A. et al. Rodent community change at the Pliocene-Pleistocene transition in
southwestern Kansas and identification of the Microtus immigration event on the Central
Great Plains // Palaeogeogr. Palaeoclimatol. Palacoecol. 2008. Vol. 267, N 3-4. P. 196-207.
McNab B.K. The Metabolism of Fossorial Rodents: A Study of Convergence // Ecology.
1966. Vol. 47, N 5. P. 712-733.

White C.R. The Influence of Foraging Mode and Arid Adaptation on the Basal Metabolic
Rates of Burrowing Mammals // Physiol. Biochem. Zool. 2003. Vol. 76, N 1. P. 122-134.
Vleck D. The Energy Cost of Burrowing by the Pocket Gopher Thomomys bottae //
Physiol. Zool. 1979. Vol. 52, N 2. P. 122-136.

Gorecki A., Christov L. Metabolic rate of the lesser mole rat // Acta Theriol. (Warsz).
1969.

Wei D.B. et al. Blood-gas properties of plateau zokor (Myospalax baileyi) // Comp.
Biochem. Physiol. - A Mol. Integr. Physiol. 2006. Vol. 145, N 3. P. 372-375.

Avivi A. et al. Adaptive hypoxic tolerance in the subterranean mole rat Spalax ehrenbergi:
the role of vascular endothelial growth factor // FEBS Lett. 1999. Vol. 452, N 3. P.
133-140.

Shams 1., Nevo E., Avivi A. Ontogenetic expression of erythropoietin and hypoxia-
inducible factor-1 alpha genes in subterranean blind mole rats // FASEB J. 2005. Vol.
19, N 2. P. 1-14.

Shams I., Avivi A., Nevo E. Oxygen and carbon dioxide fluctuations in burrows of
subterranean blind mole rats indicate tolerance to hypoxic-hypercapnic stresses // Comp.
Biochem. Physiol. Part A Mol. Integr. Physiol. 2005. Vol. 142, N 3. P. 376-382.

Widmer H.R. et al. Working underground: Respiratory adaptations in the blind mole rat
// Proc. Natl. Acad. Sci. 1997. Vol. 94, N 5. P. 2062-2067.

KLEINSCHMIDT T., NEVO E., BRAUNITZER G. The Primary Structure of the
Hemoglobin of the Mole Rat (Spalax ehrenbergi, Rodentia, Chromosome Species 60) //
Hoppe-Seyler “s Zeitschrift fiir Physiol. Chemie. 1984. Vol. 365, N 1. P. 531-538.

Arieli R. The atmospheric environment of the fossorial mole rat (Spalax ehrenbergi):
Effects of season, soil texture, rain, temperature and activity // Comp. Biochem. Physiol.
— Part A Physiol. 1979. Vol. 63, N 4. P. 569-575.

Gurnett A.M. et al. The myoglobin of rodents: Lagostomus mazimus (viscacha) and Spalazx
ehrenbergi (mole rat) // J. Protein Chem. 1984. Vol. 3, N 5-6. P. 445-454.

McNab B.K. The Influence of Body Size on the Energetics and Distribution of Fossorial
and Burrowing Mammals // Ecology. 1979. Vol. 60, N 5. P. 1010-1021.

McNab B.K. Food Habits, Energetics, and the Population Biology of Mammals // Am.
Nat. 1980. Vol. 116, N 1. P. 106-124.

REICHMAN O.J., SMITH S.C. Burrows and burrowing behavior by mammals // Curr.
Mammal. 1990. N 2. P. 197-244.

Darwin C. The expression of the emotions in man and animals // London. 1872.

40



32.

33.

34.

35.

36.

37.

38.

39.

40.

41.

42.

43.

44.

45.

46.

47.

48.

Cooper H.M., Herbin M., Nevo E. Ocular regression conceals adaptive progression of the
visual system in a blind subterranean mammal // Nature. 1993. Vol. 361, N 6408. P.
156-1509.

Wright S. Pleiotropy in the Evolution of Structural Reduction and of Dominance // Am.
Nat. 1964. Vol. 98, N 899. P. 65-69.

Wilkens H. Genetic Interpretation of Regressive Evolutionary Processes: Studies on
Hybrid Eyes of Two Astyanax Cave Populations (Characidae, Pisces) // Evolution (N.
Y). 1971. Vol. 25, N 3. P. 530.

Burda H., Bruns V., Miiller M. Sensory adaptations in subterranean mammals. // Prog
Clin Biol Res. 1990. N 335. P. 269-293.

Borghi C.E., Giannoni S.M., Roig V.G. Eye Reduction in Subterranean Mammals and
Eye Protective Behavior in C Tenomys // Mastozoologia Neotrop. 2002. Vol. 9, N 2. P.
123-134.

ARMSTRONG J., QUILLIAM T.A. Nerve Endings in the Mole’s Snout // Nature. 1961.
Vol. 191, N 4796. P. 1379-1380.

Heth G. et al. Vibrational communication in subterranean mole rats (Spalaz ehrenbergi)
// Behav. Ecol. Sociobiol. 1987. Vol. 21, N 1. P. 31-33.

Kimchi T., Etienne A.S., Terkel J. A subterranean mammal uses the magnetic compass
for path integration // Proc. Natl. Acad. Sci. 2004. Vol. 101, N 4. P. 1105-11009.

Lin G. et al. Adaptive evolution of flaky thumb claw and elongated compulsory arousal
duration in the subterranean rodent plateau zokor // Ethol. Ecol. Evol. 2011. Vol. 23, N
1. P. 77-80.

Nevo E. Adaptive Convergence and Divergence of Subterranean Mammals // Annu. Rev.
Ecol. Syst. 1979. Vol. 10, N 1. P. 269-308.

Hildebrand M. Digging in quadrupeds. Cambridge, United Kingdom.: Belknap Press,
Cambridge, United Kingdom., 1985.

Burda H. et al. How to eat a carrot? Convergence in the feeding behavior of subterranean
rodents // Naturwissenschaften. 1999. Vol. 86, N 7. P. 325-327.

Lehmann W.H. The forelimb architecture of some fossorial rodents // J. Morphol. 1963.
Vol. 113, N 1. P. 59-76.

Yalden D.W. The anatomy of mole locomotion // J. Zool. 2009. Vol. 149, N 1. P. 55-64.
Puttick G.M., Jarvis J.U.M. The functional anatomy of the neck and forelimbs of the
Cape golden mole, Chrysochloris asiatica (Lipotyphla: Chrysochloridae) // African Zool.
1977. Vol. 12, N 2.

Andersen D.C. Belowground Herbivory: The Adaptive Geometry of Geomyid Burrows //
Am. Nat. 1982. Vol. 119, N 1. P. 18-28.

Tucker R. The digging behavior and skin differentiations in Heterocephalus glaber // J.
Morphol. 1981. Vol. 168, N 1. P. 51-71.

41



49.

50.

ol.

92.

93.

o4.

95.

96.

o7.

o8.

59.

60.

61.

62.

63.

64.

Tomasco [.H., Lessa E.P. Two mitochondrial genes under episodic positive selection in
subterranean octodontoid rodents // Gene. Elsevier B.V., 2014. Vol. 534, N 2. P. 371-378.
Da Silva C.C. et al. Genes and Ecology: Accelerated Rates of Replacement Substitutions
in the Cytochrome b Gene of Subterranean Rodents // Open Evol. J. 2009. N 3. P. 17-30.
Zhang T'. et al. Cytochrome b gene selection of subterranean rodent Gansu zokor Fospalaz
cansus (Rodentia, Spalacidae) // Zool. Anz. Elsevier GmbH., 2013. Vol. 252, N 1. P.
118-122.

Li D.H. Economic Animal Fauna of Qinghai. // Qinghai People’s Publ. House,. 1989. P.
681-682.

McClellan D.A. et al. Physicochemical evolution and molecular adaptation of the cetacean
and artiodactyl cytochrome b proteins // Mol. Biol. Evol. 2005. Vol. 22, N 3. P. 437-455.
Adkins R.M., Honeycutt R.L. Evolution of the primate cytochrome ¢ oxidase subunit II
gene // J. Mol. Evol. 1994. Vol. 38, N 3. P. 215-231.

Di Rocco F. et al. Rapid evolution of cytochrome ¢ oxidase subunit II in camelids
(Tylopoda, Camelidae) // J. Bioenerg. Biomembr. 2006. Vol. 38, N 5-6. P. 293-297.
Dirmeier R. et al. Exposure of Yeast Cells to Anoxia Induces Transient Oxidative Stress
// J. Biol. Chem. 2002. Vol. 277, N 38. P. 34773-34784.

Tomasco I.H., Lessa E.P. The evolution of mitochondrial genomes in subterranean
caviomorph rodents: Adaptation against a background of purifying selection // Mol.
Phylogenet. Evol. 2011. Vol. 61, N 1. P. 64-70.

Luo Y. et al. Mitochondrial genome analysis of Ochotona curzoniae and implication of
cytochrome ¢ oxidase in hypoxic adaptation // Mitochondrion. 2008. Vol. 8, N 5-6. P.
352-357.

THOMAS, STEVEN P. SUTHERS R.A. The Physiology and Energetics of Bat Flight //
J. Exp. Biol. 1972. N 57. P. 317-335.

Maina J.N. What it takes to fly: the structural and functional respiratory refinements in
birds and bats // J. Exp. Biol. 2000. Vol. 203, N 20. P. 3045 LP - 3064.

Shen Y.Y. et al. Adaptive evolution of energy metabolism genes and the origin of flight
in bats // Proc. Natl. Acad. Sci. U. S. A. 2010. Vol. 107, N 19. P. 8666-8671.

Schizas N. V. et al. Differential Survival of Three Mitochondrial Lineages of a Marine
Benthic Copepod Exposed to a Pesticide Mixture // Environ. Sci. Technol. 2001. Vol. 35,
N 3. P. 535-538.

Takeda K. et al. Replicative Advantage and Tissue-Specific Segregation of RR
Mitochondrial DNA Between C57BL/6 and RR Heteroplasmic Mice // Genetics. 2000.
Vol. 155, N 2. P. 777 LP - 783.

Nigro L. Nuclear background affects frequency dynamics of mitochondrial DNA variants
in Drosophila simulans // Heredity (Edinb). 1994. Vol. 72, N 6. P. 582-586.

42



65.

66.

67.

68.

69.

70.

71.

72.

73.

74.

75.

76.

77.

78.

79.

Hutter C.M., Rand D.M. Competition between mitochondrial haplotypes in distinct
nuclear genetic environments: Drosophila pseudoobscura vs. D. persimilis. // Genetics.
1995. Vol. 140, N 2. P. 537 LP - 548.

Kilpatrick S.T., Rand D.M. Conditional hitchhiking of mitochondrial DNA: frequency
shifts of Drosophila melanogaster mtDNA variants depend on nuclear genetic background.
// Genetics. 1995. Vol. 141, N 3. P. 1113 LP - 1124.

Stordeur E. de. Nonrandom partition of mitochondria in heteroplasmic Drosophila //
Heredity (Edinb). 1997. Vol. 79, N 6. P. 615-623.

Rand D.M., Clark A.G., Kann L.M. Sexually Antagonistic Cytonuclear Fitness
Interactions in Drosophila melanogaster // Genetics. 2001. Vol. 159, N 1. P. 173 LP -
187.

James A.C., Ballard J.W.O. Mitochondrial Genotype Affects Fitness in Drosophila
simulans // Genetics. 2003. Vol. 164, N 1. P. 187 LP - 194.

Miller D.N. et al. Evaluation and optimization of DNA extraction and purification
procedures for soil and sediment samples // Appl. Environ. Microbiol. 1999. Vol. 65,
N 11. P. 4715-4724.

Lebedev V.S. et al. Molecular phylogeny of the genus Alticola (Cricetidae, Rodentia) as
inferred from the sequence of the cytochrome b gene // Zool. Scr. 2007. Vol. 36, N 6. P.
547-563.

Ohdachi S. et al. Intraspecific phylogeny and geographical variation of six species of
northeastern Asiatic Sorex shrews based on the mitochondrial cytochrome b sequences
// Mol. Ecol. 2001. Vol. 10, N 9. P. 2199-2213.

Bannikova A.A. et al. Genetic diversity of Chionomys genus (Mammalia, Arvicolinae)
and comparative phylogeography of snow voles // Russ. J. Genet. 2013. Vol. 49, N 5. P.
561-575.

Petrova T. V. et al. Cryptic speciation in the narrow-headed vole Lasiopodomys
(Stenocranius) gregalis (Rodentia: Cricetidae) // Zool. Scr. 2016. Vol. 45, N 6. P. 618-629.
Poux C. et al. Arrival and Diversification of Caviomorph Rodents and Platyrrhine
Primates in South America // Syst. Biol. / ed. Soltis P. 2006. Vol. 55, N 2. P. 228-244.
DeBry R.W., Seshadri S. Nuclear intron sequences for phylogenetics of closely related
mammals: an example using the phylogeny of mus // J. Mammal. 2001. Vol. 82, N 2. P.
280-288.

Andrews S. FastQC: A Quality Control Tool for High
Throughput Sequence Data [Online|. // Available online at:
http://www.bioinformatics.babraham.ac.uk /projects/fastqc/. 2010.

Bolger A.M., Lohse M., Usadel B. Trimmomatic: a flexible trimmer for Illumina sequence
data // Bioinformatics. 2014. Vol. 30, N 15. P. 2114-2120.

Bankevich A. et al. SPAdes: A New Genome Assembly Algorithm and Its Applications
to Single-Cell Sequencing // J. Comput. Biol. 2012. Vol. 19, N 5. P. 455-477.

43



80.

81.

82.

83.

84.

85.

86.

87.

88.

89.

90.

91.

92.

93.

94.

95.

96.

Bernt M. et al. MITOS: Improved de novo metazoan mitochondrial genome annotation
// Mol. Phylogenet. Evol. 2013. Vol. 69, N 2. P. 313-319.

Darling A.C.E. Mauve: Multiple Alignment of Conserved Genomic Sequence With
Rearrangements // Genome Res. 2004. Vol. 14, N 7. P. 1394-1403.

Katoh K., Standley D.M. MAFFT: Iterative Refinement and Additional Methods. 2014.
P. 131-146.

Arabi J. et al. Studying sources of incongruence in arthropod molecular phylogenies: Sea
spiders (Pycnogonida) as a case study // C. R. Biol. 2010. Vol. 333, N 5. P. 438-453.
Hassanin A., Léger N., Deutsch J. Evidence for Multiple Reversals of Asymmetric
Mutational Constraints during the Evolution of the Mitochondrial Genome of Metazoa,
and Consequences for Phylogenetic Inferences // Syst. Biol. / ed. Collins T. 2005. Vol.
54, N 2. P. 277-298.

Cock P.J.A. et al. Biopython: freely available Python tools for computational molecular
biology and bioinformatics // Bioinformatics. 2009. Vol. 25, N 11. P. 1422-1423.

Jobb G., Von Haeseler A., Strimmer K. TREEFINDER: A powerful graphical analysis
environment for molecular phylogenetics // BMC Evol. Biol. 2004. Vol. 4. P. 1-9.
Ronquist F. et al. MrBayes 3.2: Efficient Bayesian Phylogenetic Inference and Model
Choice Across a Large Model Space // Syst. Biol. 2012. Vol. 61, N 3. P. 539-542.
Rambaut A., Drummond A.J., Suchard M. Tracer vl. 6. Available from
http://beast.bio.ed.ac.uk/Tracer. 2014.

Woolley S. et al. TreeSAAP: Selection on Amino Acid Properties using phylogenetic trees
// Bioinformatics. 2003. Vol. 19, N 5. P. 671-672.

McClellan D.A., McCracken K.G. Estimating the Influence of Selection on the Variable
Amino Acid Sites of the Cytochrome b Protein Functional Domains // Mol. Biol. Evol.
2001. Vol. 18, N 6. P. 917-925.

R Core Team. R: A language and environment for statistical computing. 2017.

Yang Z. PAML 4: Phylogenetic Analysis by Maximum Likelihood // Mol. Biol. Evol.
2007. Vol. 24, N 8. P. 1586-1591.

Nielsen R., Yang Z. Likelihood models for detecting positively selected amino acid sites
and applications to the HIV-1 envelope gene // Genetics. 1998. Vol. 148, N 3. P. 929-936.
Crowley P.J. et al. The role of molecular modeling in the design of analogues of the
fungicidal natural products crocacins A and D // Bioorg. Med. Chem. 2008. Vol. 16, N
24. P. 10345-10355.

Hunte C. et al. Structure at 2.3 A resolution of the cytochrome bel complex from the
yeast Saccharomyces cerevisiae co-crystallized with an antibody Fv fragment // Structure.
2000. Vol. 8, N 6. P. 669-684.

Gao X. et al. Structural Basis for the Quinone Reduction in the bc 1 Complex: A
Comparative Analysis of Crystal Structures of Mitochondrial Cytochrome be 1 with

44



97.

98.

99.

100.

101.

102.

103.

104.

105.

106.

107.

Bound Substrate and Inhibitors at the Q i Site 1 , I // Biochemistry. 2003. Vol. 42,
N 30. P. 9067-9080.

Webb B., Sali A. Comparative Protein Structure Modeling Using MODELLER // Curr.
Protoc. Bioinforma. 2016. Vol. 54, N 1.

Lomize M.A. et al. OPM database and PPM web server: resources for positioning of
proteins in membranes // Nucleic Acids Res. 2012. Vol. 40, N D1. P. D370-D376.

Blom N. et al. Prediction of post-translational glycosylation and phosphorylation of
proteins from the amino acid sequence // Proteomics. 2004. Vol. 4, N 6. P. 1633-1649.
Xue Y. et al. GPS 2.1: enhanced prediction of kinase-specific phosphorylation sites with
an algorithm of motif length selection // Protein Eng. Des. Sel. 2011. Vol. 24, N 3. P.
255-260.

Ballard J.W.O., Whitlock M.C. The incomplete natural history of mitochondria // Mol.
Ecol. 2004. Vol. 13, N 4. P. 729-744.

Martin A.P. Metabolic rate and directional nucleotide substitution in animal
mitochondrial DNA. // Mol. Biol. Evol. 1995.

Xia X., Hafner M.S., Sudman P.D. On Transition Bias in Mitochondrial Genes of Pocket
Gophers // J. Mol. Evol. 1996. Vol. 43. P. 32-40.

Ballard J.W.O. Comparative Genomics of Mitochondrial DNA in Members of the
Drosophila melanogaster Subgroup // J. Mol. Evol. 2000. Vol. 51, N 1. P. 48-63.
Andrews T.D., Jermiin L.S., Easteal S. Accelerated Evolution of Cytochrome b in Simian
Primates: Adaptive Evolution in Concert with Other Mitochondrial Proteins? // J. Mol.
Evol. 1998. Vol. 47, N 3. P. 249-257.

Shao Y. et al. Genetic adaptations of the plateau zokor in high-elevation burrows // Sci.
Rep. Nature Publishing Group, 2015. Vol. 5. P. 1-11.

Blier P.U., Dufresne F., Burton R.S. Natural selection and the evolution of mtDNA-
encoded peptides: Evidence for intergenomic co-adaptation // Trends Genet. 2001. Vol.
17, N 7. P. 400-406.

45



	Введение
	Постановка задачи
	Обзор литературы
	Физиологические и морфологические адаптации грызунов к подземному образу жизни
	Снижение уровня базового обмена (BMR)
	Кровяное давление и концентрация газа
	Изменение размера и формы тела
	Изменение сенсорных восприятий и ориентация
	Морфологические адаптации

	Молекулярные адаптации грызунов к подземному образу жизни
	Изучение отдельных генов
	Изучение митохондриальных геномов


	Материалы и методы
	Выделение ДНК
	Для амплификации отдельных генов
	Для секвенирования методом NGS

	Амплификация отдельных генов методом полимеразной цепной реакции (ПЦР)
	Секвенирование
	Секвенирование методом Сенгера
	Получение коротких прочтений методом секвенирования нового поколения (NGS)

	Сборка и аннотация митохондриальных геномов
	Выравнивание
	Оценка нуклеотидного состава митохондриальных геномов
	Филогенетическая реконструкция
	Оценка параллельных аминокислотных замен и их распределения
	Цитохром Б
	Митохондриальные геномы

	Оценка уровня отбора
	Моделирование третичной структуры белков
	Предсказание сайтов фосфорилирования

	Результаты и обсуждение
	Анализ адаптивной изменчивости гена cytB 
	Анализ адаптивной изменчивости митохондриальных геномов

	Выводы
	Заключение



