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CPABHUTEJIbHBINA AHAJINU3
JAJBbHEBOCTOYHBIX BUJ0B XAPUYCOB
THYMALLUS TUGARINAE N1 THYMALLUS GRUBII
IO JAHHBIM CEKBEHHPOBAHHWA I'EHA HUTOXPOMA 5
MUTOXOHIPUAJBHOU JTHK

[TosydeHbl HYKJIEOTHIHbIE MOCAEN0BATENBHOCTH y4acTKa TeHa UTOXpoMa b Mu-
toxouapuanpHon JHK nas nByx BumoB xapuycoB HanbHero Bocrtoka Poccum,
Thymallus tugarinae w T. grubii (nonsun T. grubii flavomaculatus). Tlo stum
JIAHHBIM ¥ TIOCJEe0BATENbHOCTSIM, B3sIThIM U3 reHHoro 6anka (NCBI GenBank), npo-
BefleH (PUJIOTEHEeTHUECKUH aHA/IM3 UeThlpeX BHUAOB XapHUyCOB, UbH POJACTBEHHblE OTHO-
IIEHUS B HAcTosllee BpeMs CUUTAIOTCS MaJOM3yYeHHBIMU. YPOBEHb TeHeTHUeCKOH
JIVMBEPreHLUH NaJbHEBOCTOUHBIX xapuycoB 7. tugarinae u T. g. flavomaculatus no
OTHOLIEHHIO IPYT K APYTY COOTBETCTBOBAJ YPOBHIO NUBEPreHLHH MeKIYy eBpOMeHc-
kuMm (T. thymallus) w cubupckum (T. arcticus) xapuycamu. Kpome Toro, mexmy
M0CJIeJ0BATENbHOCTSAMH T€HA LUTOXPOMA b Na/JbHEBOCTOUHBIX BHUIOB XapHYCOB BBISB-
JIeHbl TOYeUHble HYKJEOTHIHble 3aMeHbl, IPUBOISIINE K U3MEHEHHIO aMUHOKHCJ/IOTHO-
ro cocTaBa GeJKOBbIX MPOAYKTOB (HECHHOHUMHYHbIE MyTalKH). TOMOJIOrHS IepeBbeB,
MOCTPOEHHBIX C MOMOIIbI0 GakecoBckoro anausa (BA) u metona MmakcumasnbHO#H map-
cumonnu (MP), nokasana Ha/JHuyMe 4eTbIpeX He3aBHCHMBIX (DHUJIOT€HETHUECKHUX JIH-
HUH NPOUCXOXKAeHHUs xapuycoB. Kpome Toro, craTucThyecku MOAIep:KaHbl (huJore-
HeTHYeckue cBsi3u Mexny 1. tugarinae u T. g. flavomaculatus. [lonyueHHble naH-
Hble CBMIETEJbCTBYIOT O BUAOBOM CTaTycCe NAJbHEBOCTOUHBIX XapuycoB T. tugarinae
u T. g. flavomaculatus v MOATBEPXKAAIOT UX MPUHAMJIEKHOCTb K PasHbIM (UIOreHe-
THYECKUM JIMHHUSIM, BBISIBJEHHBIM paHee.

Kuarouebie caoBa: Thymallus, uutoxpom b, 6aliecoBCKUE aHaiu3, QUIOTEHHS,
XapHUYCHI.

Semenchenko A.A., Atopkin D.M. Comparative analysis of the Far-Eastern gray-
lings Thymallus tugarinae and Thymallus grubii by mitochondrial cytochrome & gene
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Partial sequences of the mitochondrial gene cytochrome & are obtained for two
species of graylings from the Russian Far East: Thymallus tugarinae and T. grubii
flavomaculatus. Phylogenetic analysis of four Thymallus species is performed by
using these new data and several sequences taken in the GenBank (NCBI). Gene
differences are represented by nucleotide substitutions both neutral and those that
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lead to the amino acid change. Rate of the genetic divergence between Thymallus
tugarinae and T. grubii flavomaculatus corresponds with the divergence between
the Siberian (7. arcticus) and European (7. thymallus) graylings. Topology of phylo-
genetic trees constructed by Bayesian approach and maximum parsimony shows the
presence of four independent phylogenetic groups. T. tugarinae and T. grubii fla-
vomaculatus are recognized as distinct species belonged to different phylogenetic
lineages.

Key words: Thymallus, cytochrome b, Bayesian analysis, phylogeny, grayling.

BBenenue

Xapuychbl SBASIOTCS CreUu(pHUIecKor Tpynmnou puid, obuTamiied B ObICTPO TeKY-
IIUX BOAAX PEUHBIX CUCTeM OopeasbHOHM 30HBI. 30HA UX OOUTAHHUS B PeUHOM OaccerHe
pacroJiaraetcs oT neprudepruyeckor YacTH BEPXOBbEB PEK U PYUbEB 10 HUXKHEH UaCTH
pekd. DTO TUIHMYHAs CTEeHOOHMOHTHAs Tpymmna pbld, KoTopas He crocoOHa oOUTATb B
c1aboNpPOTOYHBIX U COJNIOHOBATBHIX BOJAX M MHUIPHPOBATh MOPEM B COCEIHHE peYHbIe
6acceiiHbl. B mocsenHee BpeMsi U3ydeHHe XapuyCcoB HalpaBjeHO Ha HUCCJeN0BaHHUE HX
TAaKCOHOMHH W PEKOHCTPYKIMH UCTOPUUECKUX MyTeH MUTPALMH MPEAKOBBIX (POPM.

B Hacrosiiiee BpeMsi CyIIeCTBYeT MHOXKECTBO paboT, MOCBSAIIEHHBIX KaK MOP(O-
JIOTHYECKOH U3MEHYHMBOCTH, TaK U CUCTeMaTHKe U (DUJIOTeHHH XapuycOB, OCHOBAHHBIX
Ha reHetuyeckux aanubix (Lynch, Vyse, 1979; Makoenos, 1982; Ckypuxuna, 1984;
ly6un, 3axapos, 1984; Jlomos, Ckypuxuna, 1985; Ckypuxuna u ap., 1985, 1986;
Hop, Gharrett, 1989; Bouvet et al., 1990; Wy6un u np., 1999, 2000; Redenbach,
Taylor, 1999; Susnik et al., 1999, 2001; Knizhin et al., 2000; Koskinen et al., 2000,
2002; Gross et al., 2001; Weiss et al., 2002, 2006, 2007; Kuvxun u ap., 2004, 2008;
Stamford, Taylor, 2004; Gum et al., 2005; Gum, 2006). B 3tux pa6oTax 06CyXIai0T-
csl Ipo6JieMbl, Kacarlidecsi TAKCOHOMHH HEKOTOPBIX (DOPM XapHyCOB, X pPacrpocTpa-
HeHUs1 U Ouoreorpaduu. OIHUM H3 CHOPHBIX BOMPOCOB CHUCTEMATHKH XapHyCOB SiB-
JIIeTCSl TAKCOHOMHUYECKUH CTATyC AajJbHEBOCTOUHBIX hopM, Thymallus tugarinae u
T. grubii (Bkouas o6a nopsuna, Bepxueamypckul, T. g. grubii v )eJTONATHUCTBIH,
T. g. flavomaculatus), obutaomyx B p. AMyp, a Takxke B HEKOTOPHIX peKax, BIaja-
roux B fnoHckoe u OxoTckoe Mopsi. Psin aBTOpPOB CUMTalOT aMypCKHX XapHyCOB
eNMHBIM TIOMHM(UIETHUHBIM BHAOM C MHOXKECTBOM MOP(OJIOrHuecKux BapuaHTos (3u-
nosbes, 2005). B oxno# us nocaeanux pador (Froufe et al., 2005), mocpsmeHHOM
PEKOHCTPYKUHH (DUIOTEHETUYECKHX CBSI3eH MeXKIy BCEMH OTMMCAHHBIMH BHIAMH XapH-
yCOB, TOKA3aHbl OTJIMUYHUS aMypCKUX BHIOB poma Thymallus kak npyr ot apyra, Tak #
OTHOCHTENIbHO ABYX APYTMX JHHHH Tpoucxoxaenus xapuycos (7. thymallus u oc-
TaJabHbIX BUAOB pona Thymallus). OnHako BbISIBJIEHHbBIE PA3JHUUS MEXKIYy aMypPCKUMH
BUIAMH He TMOJNePXKaHbl CTATUCTHYECKH, UTO He JaeT MOJHbIX OCHOBAHUH CUUTATb MX
pa3HbIMHU BHIAMH.

Jl1si perieHUsi maHHOHW Mpo6/ieMbl HAMH OBLIM PEKOHCTPYMPOBAHBI (PUIOTE€HETH-
YyecKHWe CBSI3W NOBYX mpencrtaButesen poma Thymallus: T. tugarinae n T. g.
flavomaculatus. B xauecTBe MOJIEKYJNSPHOTO MapKepa HCIOJb30BaHbl HYK/JIEOTHIHbIE
MOCJ/IeI0BATENBHOCTH TeHa LuToxpoma b mutoxoHmapuasnpHod JIHK. JlanHbIE MOseky-
JISIPHBIA MapKep MIKPOKO HCIIO/Ib3YeTCs AT OLUEHKH BHYTPH- U MEXBHIOBOH H3MeHYH-
BOCTHM T103BOHOYHBIX XKHBOTHBIX M PEKOHCTPYKUMHM UX (puorenun (Susnik et al., 2001;
Doiron et al., 2002; A6pamcon, 2007; Yenomuna u ap., 2007; YensomuHa, ATonkuH,
2010).

Martepuansl u MeToabl

B Hacrosiedl pabote moJsydeHbl HYKJ€OTHIHblE [10CJeJ0BATENbHOCTH I'eHa LHU-
toxpoma b MTAHK nByx BUIoB xapuycos, oburawoumx Ha JlansHem Boctoke Poccuu:
Thymallus tugarinae (n = 13) u T. grubii flavomaculatus (n = 14). Taxxe mns
aHaJu3a OBbIM MCIIOJb30BaHbl NaHHbIE M3 MeXAyHapomHoro rensoro 6anka (NCBI)
nas eupos T. arcticus w T. thymallus (ta6a. 1).
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Tabmuna 1
['eorpacuueckoe 1oJ0KEHHE MOMYJSLUAN XapUyCoOB M COOTBETCTBYIOLIME UM
¥ BHeLIHeH rpymnmne pbl6 HoMepa B reHHOM OaHke NCBI
Table 1
Geographic distribution of grayling populations included in the analysis.
Numbers correspond to NCBI GenBank sequence records

Wpentudukan. HoMep

[Monynsauus, Bua Bacceiin KoopnuHatel n 5 renHoM Ganke NCBI
P. Jlanrpsl Jlaurpsl — Tarapckus 52°78 c.u. _
Thymallus tugarinae npoauB — THUXUH OKeaH 142°60’ B.x. 13 FR851931-FR851943
P. Camapra Q)
Thymallus grubii Camapra — fnoricroe IS S 14 FR851944-FR851957
flavomaculatus mope — Tuxu# oxkeaH B.I.
Pri6oBonHbIN 3aBOA r. Typky — DBanruiickoe 60°47°
Payranammnu Mope — AT/JaHTHYeCKUH 99097° ¢.1. 1 FJ853655
Thymallus thymallus OKeaH A

r. Yaurxopc — IOxon — U

Oxon . Bepunroso mope — 6071 [ 1 FJ872559
Thymallus arcticus TUXHE OKeaH 135°06 B.1.
Thymallus arcticus Unpublished 1 GQ452036
Oncorhynchus masou 1 AF125210
Salvelinus alpinus 1 AF154851
Coregonus baunti 1 FJ589213
Coregonus chadary 1 FJ589214
Osmerus mordax dentex 1 HQ115272
Clupea harengus 1 EU552606
Engraulis encrasicolus 1 EUb552563

JInsi MOJIeKyJ/ISIPHO-TeHETHYECKOT0 aHa/lu3a HCIO0JMb30BaMd (hparMeHTbl cepAla
WM TYJIOBHILHOM MYyCKyJaTypbl pbi6, co6panHbix B pekax Jlaurpsl (0. Caxanun) u
Camapra (ITpumopckuit xpait) (taba. 1). dkerpakuuio JHK nposoaumu ¢ momolibio
Ha6opa Genomic DNA Purification Kit ¢upmbl Fermentas no npunaraemomy nporo-
Kousy. ['eH unuTOXpoma b OblT aMITH(PULHAPOBAH METOIOM TTOJHMePA3HOH IIeMTHON peak-
unn ([TLP) ¢ ucnosnwssosanuem npsivoro FisheytB-F (5-ACC ACC GTT GTT ATT
CAA CTA CAA GAA C-3') u o6partnoro THR-Fish2-R (5-AAC CTC CGA CAT CCG
GCT TAC AAG ACC G-3') mpaitmepos (Sevilla et al., 2007). AMnauduxaumio
npoBoauau Ha npudope C1000, Bio-Rad B 25 MK/ peaklUMOHHOU CMeCH, BKJHOUYAIO-
med 2,5 Mg 10-kpatHoro 6ydepa mias Tag-momumepassl, 2,5 Mka 50 mM pacTBo-
pa MgClQ, 2,5 mMxn 2,5 mM pactBopa npaimepa, 20—50 ur AHK, 0,3 mkn Tag-
nosumepasbl 5000 en. /ma v 10,5 MK AHCTH/IMPOBAHHOM 1€MOHU3UPOBAHHOM BOJIBI.
[TLIP-peakuynio OCYIIECTBASIN B CJAEAYIOIUX YCJAOBUSX: NMEPBUUHAS Ie€HATypaLus —
3 muH/ 94 °C, 35 UMKJIOB, BKJIKOYAIOIIKNX nenatypaumio — 30 ¢/ 94 °C, oTur npau-
mepa — 30 ¢/ 57 °C, smouraumto — 1,5 mun/ 72 °C. [Iporpamma 3aBepinanach q0moJ-
HUTeJbHOH 3j0Hrauvedl — 5 mun/68 °C ¢ mocsenywomuM oxnaxaeHuem no 4 °C.
Komuuectso IHK u npoaykros IILP onpenensu Metogom saektpodopesa B 1,5 %-
HOM arapo3HOM rejie, OKpalleHHOM OpPOMHUCTBIM 3THAHEM C MOCJeNyIolleld BU3yaan3a-
urert B Y®-ceere (312 Hm).

Peakuuio cekBeHupoBaHusi npoBoausd B 10 Mka cmecH, comepxamied 0,5 mM
npaimepa, 10—100 ur [TLIP-nponykra u 1,5 Mk BigDye Terminator Cycle Sequencing
Kit V.3.1. Peaxkuuio ocyiecTBAsIN B COOTBETCTBHH ¢ poTokosoM K BigDye Terminator
Cycle Sequencing Kit. [IpoayKTbl CHKBEHCOBOH peaKLWM CUUTHIBAJH Ha TeHETHUEC-
kKoM aHamu3atope ABI 3130x] Ha 6ase HayuyHoH saGopatopuu Kadeapsl KIeTOUHOH
6uoJIorTMH U TeHeTUKH J[[BOY.

COopKy M BBIpaBHMBaHHE IOC/EI0BATENbHOCTEH MPOBOIUIHM MOCPEACTBOM IPO-
rpammuoro monyns CLUSTAL-W, unterpuposannoro B naker MEGA 4.0 (Kumar et
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al., 2004). Bri6op onTHMaNbHOH MO/ A/ pacuyeTa FeHeTHYeCKHX AMUCTAHLHMH OCy-
LIECTBJIAIN ¢ ToMollplo nporpammbl Modeltest v. 3.7 (Posada, Crandall, 1998). B
KayecTBe ONTHMa/bHOH Obiia BeiOpana monenb GTR (Tavaré, 1986). PexoncTpykumio
(UIOreHeTHUECKUX CBSI3eH OCyLIeCTBAsAIM ¢ moMolpio nakera PAUP 4b10 (Swofford,
2003). ®uoreHeTHyeCKHe CBSI3H PEKOHCTPYMPOBANM C MOMOLIbIO METONOB OJHMKai-
mwero cocena (Neighbor-Joining, NJ), makcumanbHoil mapcumonnu (Maximum
Parsimony, MP), makcumaJsbHoro npasonono6us (Maximum Likelihood, ML) u Gaii-
ecosoro momesnuposanus (Bayesian Analysis, BA).

Pe3yabTaThl M UX 00CyXIeHHE

AmMniuguurpoBaHHbld yuacTok reHa uutoxpoma b MtIHK cocrtaBusm npumepHo
1100 nap mykaeorumos (nn). ITocse c60pKM W BbIpABHMBaHHs AOCTYMHAs NJMHA HC-
cnenyemoro ¢parmeHta rena cocrasuna 1017 nmH. ¥ Thymallus tugarinae xomuue-
CTBO BapHabesbHBIX CAHUTOB COCTABHJIO 7/, 2 MAPCUMOHUU-HH(OPMAaTHBHBIX — 4. AHa-
JIOTHUHBIE TIOKa3aTenu st Buna Thymallus grubii flavomaculatus coctaBunu 9 u 5
caiitoB. KosmuuectBo BaprabesbHbIX U apCUMOHUHA-UH()OPMATUBHBIX CAUTOB HCCJIENY-
€MOT0 yJacTKa reHa IUToxpoMa b B 06belMHEHHON BBIOOPKE XapHyCOB, BKJIIOYAMOIIEH
o0a BHIa, 3HAUUTEbHO YBEJUYUIOCh — COOTBeTcTBeHHO 86 n 80.

Hyxkneotnaneié coctaB uccaenyemMoro ydactka rena uuroxpoma b mtIHK y pas-
HBIX BHJOB XapHyCOB NMPAaKTHUECKHM He pasjuualcsi, cocTaBass B cpendeM 29,8 %,
28,9, 25,3 u 16,0 % coorserctsenHo ans A, T, C u G-a30THCTBIX ocHOBaHMH. Hykie-
OTHAHBIA COCTAB MOJIyYEHHBIX MOCJAEI0BATENbHOCTEN MO MEepPBOH, BTOPOH M TPeThbeH
MO3ULMH KOMOHOB B LEJOM Yy Pa3/JUYHbIX BHIOB XapHycoB Obll CXOAHbIM. HacToThl
BCeX Aa30THUCTBIX OCHOBAHWU B TePBOU MO3ULMUH KOJAOHA ObLIM MPUMEPHO PaBHBIMH,
BTOpAs MO3UIMA XapaKTepHU30Bajiach MOBBILEHHbIM cofepxkanueMm tTumuHa (40,9 %),
B TpeTbel MO3HLMH KOJAOHA Mpeobsafaly LUTO3MH W afeHuH (cooTBeTcTBeHHO 35,5 M
33,6 %). Kpome Toro, B TpeTbeli MO3MIMH KOJOHA OTMEYaNoCh HHU3KOE COJeprKaHHe
ryanuHa (6,8 % ). KoamuecTBo TyaHHHA B 3TOW MO3ULIMUU ObLI0 HanboJsee N3MEHIUBBIM
Y pasHbIX BHA0B poia Thymallus u usmensnoch B npenenax 5,5—8,2 %. Takoe coot-
HOILEHHE CONEpPXKaHHUS HYKJEOTHAOB THUIMYHO Kak aisi xapuycosbix (Yasuike et al.,
2010), Tak u aasa Jgococesbix pui6 (Doiron et al., 2002).

Taxxe ucc/enoBaHHBIE yUacTKHA TeHa LMTOXPOMa b y pasHbIX BHIOB XapHyCOB
pa3aMyauCh MO YacTOTe HCIOJb30BAHHS KONOHOB. B psme ciaydaeB Habmonannch
(PUKCUPOBaHHBIE Pa3/TMUYMs B KOMUPOBAaHWH aMuHOKHCA0T. Hanpumep, Tpunsersr CAG,
GAG u UGG, xomupymolye COOTBETCTBEHHO TJIIOTAMHH, TJIOTAMHHOBYIO KHCJOTY H
tTpuntoda, Obli obHapyxeHbl y T. tugarinae, Ho otcytcTBoBanu y 1. g. flavo-
maculatus (taba. 2).

[eHeTHueckasi TUBEpreHUHUs MeXKIy MOC/IeIOBATEJIbHOCTSMH TeHa LMTOXpoMma b
mt[AHK T. tugarinae v T. g. flavomaculatus cocraBuna 7,7 %, 4TO COOTBETCTBOBA-
JIO MeKBHUJOBBIM 3HAUEHHUSIM IUBEPreHUMH AJs AaHHOU Tpymnmnel pui6. [Ipu cpaBHeHUM
THX BUJOB C €BPOMEHCKHUM W CHOMPCKUM BHAAMHM XapHYCOB YPOBEHb IMBEPTeHINH
cHMXKaJscs HeaHauutesabHo (d = 7,2-7,5 %) (ta6a. 3).

dusoreHeTHyeckre CBSI3W MCCJEJI0BAHHBIX BUIOB XapUYyCOB ObIW PEKOHCT-
pPYHUpOBaHBI MO TAHHBIM MMOCJAEI0BATEIbHOCTEH yyacTKa reHa LUTOXpoMa b NJIUHON
1017 nH, BK/IIOUasl JaHHBle TeHHOro 0aHKa. B kayecTBe BHelIHeH Tpynmbl ObLIM HC-
T0JIb30BAHBI TI0C/IE0BATENBHOCTH yUacTKa reHa LUTOXpoMa b M3 TeHHOTo OaHKa pas-
HbIX BUIOB phi6 (cM. Taba. 1).

W3BecTHO, 4TO MocsenoBaTe bHOCTH reHa uutoxpoma b MtIHK npu monapnom
CpaBHEHHM Yy OGOJBIIMHCTBA BHAOB JKHBOTHBIX XapaKTEPU3YIOTCS HACBIIEHHEM Tpe-
TbeH TO3MLMHK KOJOHA W 3aMeHaMH THMIa TPaH3MUMH (3aMeHbl OQHOTHITHBIX OCHOBA-
HUH), YTO CO3/IaeT TaK Ha3blBaeMbli (DMJIOTEHETHUECKHUH LIYM M MCKaXKaeT peasibHylo
KapTUHY (unoreHetryeckux casized (Michaux et al., 2002; A6pamcon, 2007). TTosTo-
My MBI NPOBEJIM aHAJNH3 TIOJyUeHHBIX IMOC/JAeI0BATEbHOCTEH TI'eHa IUTOXpoMa b Ha
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Ta6auua 2
Yacrorol komgouoB (%) rena muroxpom b B MTIHK nByX BHIOB Xapuycos
Table 2
Codon frequencies (%) of the gene cytochrome b from two species of graylings

O6a Thymallus Thymallus grubii O6a Thymallus Thymallus grubii

Konon Bupa tugarinae  flavomaculatus Konon BUna tugarinae  flavomaculatus
UUU(F) 11,5 12,0 11,0 UAU(Y) 4.6 5,0 4.2
UUC(F) 17,6 17,0 18,1 UAC(Y) 9,4 9,0 9,8
UUA(L) 4,6 3,0 6,0 UAA(*) 0,0 0,0 0,0
UUG(L) 2,8 2,6 3,0 UAG(*) 0,0 0,0 0,0
CUU(L) 10,5 11,0 10,0 CAU(H) 1,0 1,0 1,0
CUC(L) 6,0 6,0 6,0 CAC(H) 10,0 10,0 10,0
CUA(L) 23,6 22,0 25,0 CAA(Q) 5,2 4.4 5,9
CUG(L) 3,4 6,0 1,0 CAG(Q) 0,8 1,6 0,0
AUU() 12,6 11,0 14,0 AAU(N) 5,0 5,0 5,0
AUC(I) 13,9 14,9 13,0 AAC(N) 8,0 8,0 8,0
AUA() 7,0 8,1 6,0 AAA(K) 6,0 6,0 6,0
AUG(M) 2,0 1,0 3,0 AAG(K) 1,0 1,0 1,0
GUU(V) 6,4 6,0 6,9 GAU(D) 5,5 5,0 6,0
GUC(V) 5,0 5,0 5,0 GAC(D) 3,6 4,2 3,0
GUA(V) 10,0 10,0 10,0 GAA(E) 4,5 3,9 5,0
GUG(V) 2,0 3,0 1,0 GAG(E) 0,5 1,0 0,0
UCU(S) 6,4 7,0 5,9 UGU(C) 0,0 0,0 0,0
UCC(S) 5,0 5,0 5,0 UGC(C) 4,0 4,0 4,0
UCA(S) 5,5 6,0 5,0 UGA(*) 9,5 9,0 10,0
UCG(S) 1,2 0,4 2,0 UGG(W) 0,5 1,0 0,0
CCU(P) 5,4 3,8 9,0 CGU(R) 0,0 0,0 0,0
CCC(P) 5,6 6,2 5,0 CGC(R) 1,0 1,0 1,0
CCA(P) 6,3 7,0 5,6 CGA(R) 5,9 6,0 5,7
CCG(P) 0,7 1,0 0,4 CGG(R) 0,1 0,0 0,3
ACU(T) 2.6 2,0 3,1 AGU(S) 1,0 1,0 1,0
ACC(T) 10,0 11,0 9,0 AGC(S) 0,0 0,0 0,0
ACA(T) 8,9 7,7 10,0 AGA(R) 0,0 0,0 0,0
ACG(T) 0,6 1,3 0,0 AGG(R) 0,0 0,0 0,0
GCU(A) 6,4 8,0 4,9 GGU(G) 2,6 2,0 3,1
GCC(A) 16,5 16,0 17,0 GGC(G) 5,0 4,9 5,0
GCA(A) 6,0 5,0 7,0 GGA(G) 11,0 11,0 11,1
GCG(A) 1,0 1,0 1,0 GGG(G) 6,4 7,0 5,9

Tabuuna 3

3HaYeHUs p-pACCTOSIHUM MeXK1y PAsHBIMH BHIAMM XapHyCOB, %
Table 3

The p-distances between certain species of graylings, %

Bun 1 2 3

1. Thymallus tugarinae - - -
2. Thymallus grubii flavomaculatus 7,7 - -
3. Thymallus thymallus 7.7 7,5 -
4. Thymallus arcticus 7,6 7,2 6,0

HaCblllleHHe TPAaH3ULUSAMM B TPeTbeld MO3ULMH KOJOHA Ha Pa3HbIX TAKCOHOMMUYECKHUX
ypoBHSIX. B pesysbrarte o6HapyKeHO, YTO HACHILIeHWEe HACTYMAET MPU MOMAPHOM CPaB-
HEHHH TAaKCOHOB BBICOKOTO paHra (Hampumep, MpH CPaBHEHHH DasHBIX CEMEHCTB), Ha
YPOBHe NMBepreHuMH mnocsenosatenbHocteid 25 % (puc. 1). TlockonbKy BeanyuHAa
IMBEPTeHLNH MeXIy UCCJe[0BaHHBIMA HAaM{ BUIAMH MeHblle, 1J15 (PUI0reHeTHUEeCKO-
r0 aHa/M3a Mbl YYUTHIBAJH BCE THIBl 3aMeH IO BCEM MO3ULHSAM KOIOHOB.
®dusoreHeTHyeckre PeKOHCTPYKLUMH /IS UeThlpeX HMCCJAe0OBAHHBIX BHAOB B Le-
JIOM HUMeJU CXOTHYIO TOTOJIOTHIO JePeBbeB MPHU HCIOJb30BAHUM PA3HBIX METOAOB U
JIEeMOHCTPHPOBAJNH BBICOKYIO CTeMeHb PA3JHUUWNA MeXAy Pa3HbIMH BHAAMH XapHYCOB.
Ha Bcex pekoHCTpPYKUMSIX C(OPMHPOBAJOCH UeThbipe KJacTepa, COOTBETCTBYIOILHMX
yeTblpeM BuaaM xapuycos. Ha ¢usoreHeTHueckoM japeBe, PeKOHCTPYUPOBAHHOM C
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Puc. 1. Pesysbrathl ananusa mnocsenoBartesbHocTel reHa murtoxpoma b MtIHK pei6 Ha

HacCbllleHWE TPAH3ULUAMHU
Fig. 1. Effect of transition mutations on sequences of cytochrome b mitochondrial gene

TIOMOIIbIO aJITOPUTMa MaKCHUMaJIbHOTO MPaBAOMOA00HS, CECTPUHCKUMH MO OTHOILIEHHIO
IPYT K OPyTy okaszanuch Bumbl T. tugarinae v T. g. flavomaculatus ¢ 1ocTaTOYHOH
oyrerpen-nonanepxkoi (74 %). T. arcticus oxasancs HauGo/Iee GJM3KHM K TpyIIe
T. tugarinae / T. g. [lavomaculatus, a T. thymallus GopMUpOBan OTAENbHYIO 6a-
3a/IbHYI0 BeTBb. AHaslorMuyHasi TOMOJIOTHs Obla ToJydyeHa ¢ TOMOILIb0 6aHecoBOro
monenuposanus (puc. 2). BepoatHocTHas nomnepxka rpynnsl 7. tugarinae / T. g.
flavomaculatus npu sTom 6bl1a Beime (86 % ).

MeTonoM MakcHMaJbHOW MAPCHMOHHUH OBLIO TOJYyUeHO OJHO APEeBO IJIMHOU
1031 mar, xapakTepusymolleecs CAeIYOIIUMHA 3HAUY€HUSIMH OCHOBHBIX HHIEKCOB!
CI = 0,64, RI = 0,80, RC = 0,52 u HI = 0,41 (puc. 3). Tonosorus moJy4eHHOro
IpeBa TakxKe BbIIBUJA Ha/lWuMe YeTblpeX BHUAOBBIX KiaacTepoB. OnHako, B OT/IHYHE
ot tomoJsoruu ML, B nanHom cayuae 7. g. flavomaculatus He umen o611ero ysna ¢
T. tugarinae v GopMupoBan oTaenbHylo BeTBb. Bumel T. arcticus w T. thymallus
Takxke (POPMUPOBAJIY IBe HE3aBUCHMbIE BETBH, TpHUUeM 6a3albHBIM OKasaincs 1. arcticus.
CxopmHast ¢ MP TonoJjiorrst Obljia mojiyueHa MeTOAOM OJIMMKAHIIEero CBA3bIBAHHUS, OJHA-
Ko, B otanuue ot MP, 3nech Bunel T. arcticus v T. thymallus 6bIIM CEeCTPUHCKHUMU
M0 OTHOLIEHHUIO APYT K APYry U (opMHpoBanu 6a3ajbHYIO BETBb.

[TosyuyeHHBle pe3ysbTaTbl CBUIETENbCTBYIOT O 3HAUUTEJNbHOH AMBEPreHLUM Xa-
puycoB T. tugarinae v T. g. flavomaculatus lanbuero Boctoka Poccnu, comocraBu-
MOH C MEeXBHJOBLIM YPOBHEM. DTO BbIPaXKaeTCs KaK B BHICOKOM yPOBHE THBEPTeHIHH,
TaK ¥ B HAJUUUHM (PUKCUPOBAHHBIX aMUHOKHC/JIOTHBIX 3aMeH TPH TOTNIapHOM CPaBHEHHH
nocsenoBaTenpHocTel reHa nuroxpoma b MtIHK pasHeix BHIOB mpyr ¢ apyrom.

B paGote ®pyde ¢ coasropamu (Froufe et al., 2005) Ha 0cHOBaHMM COBMECTHOTO
aHasnu3a KoHTposupywollero pernoHa v reHa ATP6 mtIHK nokasana B3aumocBsiab
BCeX M3BECTHBHIX B HACTOSIllee BpeMsl BUJOB M MOABUAOB XapHycoB. [lo maHHBIM 3THX
aBTOPOB, CYLIECTBYET YeTblpe OCHOBHbIE (HUIETHUECKHE JHUHUH XapHYCOB, KOTODBIE
IMBEPTHPOBANN MPUONU3UTENBHO OLHOBPEMEHHO M BIIOCJENCTBUU HX IBOJIOLHS IMPO-
TeKaJjla U30JIMPOBAHHO, B MpoMexyTke 1,6—4,8 MyH JieT Hasan. B yactHocTH, M0 93TUM
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AF154851 Salvelinus alpinus
0.90:1 EU552606 Clupea harengus
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HQ115272 Osmerus mor dax dentex
0.1

Puc. 2. ®unoreHetryeckoe IpeBO, PeKOHCTPYHPOBAHHOE MO TaHHBIM CEKBEHHPOBAHHS
reHa uutoxpoma b MTIHK ¢ nmomomisio 6aiiecoBoro MonenupoBaHus (BA)
Fig. 2. Bayesian tree restored from the data on cytochrome & mitochondrial gene

sequences

IaHHBIM [aJIbHEBOCTOUHBle BUIbI 1. grubii v T. tugarinae ObIIA CECTPUHCKUMH T10
OTHOLLIEHHUIO APYT K IPYyTYy, ONHAKO 3Ta CBSI3b HUMeJa HU3KYIO OYyTCTpEmn-NoLIepKKY
(menee 50 %). Mexay TeM M3BECTHO, YTO JOCTOBEPHO yCTAHOBJEHHBIMH Yy3JaMH
CUMTAIOT Te, AJ KOTOPbIX 3HAaYeHWe OyTCTpam-aHaiu3a mpesbimaer 70, a Jaydie —
90 (Jlykamos, 2009).
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Puc. 3. ®unoreHetnyeckoe IpeBO, PeKOHCTPYHPOBAHHOE MO TaHHBIM CEKBEHHUPOBAHHUS

Thymallustugarinae 10
Thymallustugarinae 9
Thymallustugarinae 27
Thymallustugarinae 6

FJ853655 Thymallus thymallus

ﬁ—: GQ452036 Thymallusarcticus
FJ872559 Thymallus ar cticus
—
51
T
EU552563 Engraulis encrasicolus

EU552606 Clupea harengus
HQ115272 Osmerus mordax dentex

FJ589213 Coregonus baunti
FJ589214 Cor egonus chadary
AF125210 Oncor hynchus masou
AF154851 Salvelinus alpinus

reHa uuroxpoma b MTJHK ¢ nomouisto MeTona MakcuMaabHOM MapCUMOHHH (MP)

Fig. 3. Maximum parsimony tree restored from the data on cytochrome 6 mitochondri-

al gene sequences

dusoreHeTHYeCKHe CBSI3H, PEKOHCTPYUPOBaHHBbIe HaMu ¢ momoibio MP u BA-
MeTO/I0B, HauOoJee MOJHO COOTBETCTBOBAJNM JAHHBIM, MOJYYeHHBIM paHee Ha OCHOBe
COBMECTHOTO aHaJIM3a MoC/Ie0BaTeIbHOCTeH KOHTPOJIbHOK 06aacTu (D-metsin) u rena
AT®6 mtIHK (Froufe et al., 2005). B nawmeii paGote nogaep:xka (hUIOreHeTHIECKUX
CBSI3eH aJbHEBOCTOUHBIX BHOB XapHyCOB cocTaBusa 86 % MpH HMCIO/Ib30BAaHUU Oail-
€COBOT'0 MOJIEJIMPOBAHHS, UTO CTATUCTHUECKH TMOATBepPKAaeT TOUKy 3peHusi Froule c
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coasropamu (2005). Tomosorus (uIOreHeTHYECKMX DPEKOHCTPYKLMH, MOJydyeHHas
MeTOJaMHU MaKCHMa/JbHOW TMapCUMOHMH W OJIMKAHIIEro CBSI3bIBAHWS, INpeMroJarana
He3aBUCUMYIO 3BOJIIOUMOHHYIO uctopuio T. g. flavomaculatus v T. tugarinae ¢ 6yT-
crpan-nopaepxkoit 99 % (puc. 3). YpoBeHb reHeTHYECKOH AMBEPreHLMH KJIaCTePOB,
Bkaouatomx T. g. flavomaculatus v T. tugarinae, no nanueim ®@pyde ¢ coaBTOpa-
mu (2005) cocraBas 4,8 U 5,3 % (COOTBETCTBEHHO MO MAHHBIM CEeKBEHUPOBaHHS
yuacTkoB reHa AT®6 u D-meT/iv), 4To MpeBHILIANO 3HAYEHHs JUBEPreHLHH MeXKIy
IPYTUMH KnacTepaMu B 2—3 pasa. [lo HalIMM JaHHBIM, 3HAUEHHE p-PACCTOSTHUH MeX-
ny T. g. flavomaculatus v T. tugarinae, Takxe BK/JIIOYEHHBIMU B pa3Hble KJacTepbl,
HEe3HAUMTEeJbHO TPEBbIIAN0 YPOBEeHb AWBEPreHIMH, BHISIBJAEHHBIH NMPU CPAaBHEHHUH
MOC/IeJOBATENbHOCTER 3TUX ABYX BUIOB C €BPOMEUCKHM U CHOUPCKUM XapuycaMu
(cM. Tab6a. 3). Cornacuo muenuio E.A. 3unosbesa (2005), ocHoBaHHOMY Ha MOpP(oJI0-
THUECKUX NaHHBIX APYTHX aBTOPOB, HET YeTKUX AMArHOCTUYECKHUX MPU3HAKOB, PasJiv-
yaomux amypckue Buabl xapuycos (T. g. flavomaculatus, T. g. grubii, T. tugarinae
u T. burejensis), a Bapuauyn ux MOP(HOTHNA HAXONATCS Ha BHYTPUBHMAOBOM YPOBHE.
Ha ocHoBaHWH COOCTBEHHBIX M JIUTEPATYPHBIX MeHETHUECKHUX AAHHBIX CUHTAEM, 4TO
JMBEPTeHINs MeXIy aMypCKHUMH BHIAMH XapUyCOB HaXOAMUTCS Ha YPOBHe, COMOCTa-
BUMOM C BMJAMH, Da3JHYaOLIUMKCA 110 MOP(OJOrHUeCKMM MpHu3HakaMm (Hampumep,
T. thymallus v T. arcticus complex). 3Hadenne p-paccTosius, paBHoe 7,7 % (tab..
3), HECOMHEHHO, YKa3blBaeT Ha MX BHIOBYI) CaMOCTOSITEJ]bHOCTb.

Pesynbrathl (husoreHeTHYECKOr0 aHaJaW3a 10 JaHHBIM CEKBEHHPOBAHHUS TreHa
uutoxpoma b mtIHK cormacyrworca ¢ nannbimu ®@pyde ¢ coasropamu (2005) o
CYILIeCTBOBAHUH YEThIPEX OCHOBHBIX (DUJIOT€HETHUECKHUX JIMHUE XapuycoB. [1pu aTom
nuBeprenuus 1. g. flavomaculatus w T. tugarinae, BO3MOXKHO, IPOU30LIIA He-
CKOJIBKO T103Ke€ OTHOCHUTEJIbHO TIPEeACTaBUTeNeH OCTaNbHbIX (PUIOTeHETHUECKHUX JIH-
HUH. [1s pelieHuss naHHOU Npob/eMbl HEOOXOAMMO NPUMEHEHHE MOJIEKYJISPHBIX
Mmapkepos aaepHod JHK, uto aBasercs mpeiMeToM Hallero AajbHeHILIEro HCCJe-
IOBaHUSA.

Paboma swoinoanerna npu noddepacke Dedeparvroill yeresoil npozpammol
«Hayunole u Hayuno-nedacoeuueckue Kadpol unHoBAYUOHHOU Poccuu» na 2009—
2013 ee., I'ocydapcmsennoiii konmpakm [1273 om 29 anpeasn 2010 e.
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