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MouJiexyJisipHasi 3BOJIIOLUS AJIKOT0JIbAerHAporeHas kiacca | xopaoBbix
JKHMBOTHBIX

N3yuensl nocnenoBarensHocT MPHK ankoroneaeruaporenas kiacca | XopaoBbIxX
KUBOTHBIX. Y CTAHOBJICHO, YTO YBOJIIOIHSI TAHHBIX HYKJICOTHIHBIX TIOCIEA0BATCIIBHOCTEH
MPOUCXOIUIIA C TPUOIU3UTETBHO MTOCTOSTHHON CKOpOCThIO, paBHO# 0,60710-9 3amen Ha
HYKJICOTHIHBIN CaliT B roj1. BpeMeHa TUBEpreHITNN pa3IMIHbIX TAKCOHOMUYECKUX TPYIIIT
XOPJIOBBIX JKHBOTHBIX, YCTAHOBJICHHBIC TTPH aHAIHM3E HYKJICOTHUIHBIX TTOCIICIOBATEIHHOCTEH
MPHK ankoronbaeruaporeHasbl IepBoro Kjiacca, CoriacyroTcs ¢ TAKOBBIMH,
OOIIETPUHITHIMUA B MOJICKYJIIPHON DBOJIFOIUH.

KiaroueBble ¢J10Ba: aJIKOTOJIBICTHAPOTCHA3A, YBOIOIIMOHHAS TUCTAHIIHSI, CKOPOCTh
MOJICKYJIIPHOM 3BOJIIOIMH, BPEMSI TUBEPTEHITUH.

A.V.Butvilovsky, E.V.Barkovsky, V.E.Butvilovsky

Molecular evolution of the chordate’ s class A alcohol dehydrogenase

We studied class | alcohol dehydrogenase mRNA sequences in the chordates. We
determined that these sequences evolved with approximately constant rate, equal to 0,60?10-
9 substitutions per site per year. Divergence times for different taxonomic groups in the
chordates, that were established using alcohol dehydrogenase mRNA sequences, conform
with molecular evolution's data.
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Anxoronpaeruaporenasa (Al) sBiseTcs npeacTaBUTEIEM MUPOKO
pacupoCTpaHEHHOr0 CEMENCTBA HUHK-COAEPKAUIUX (PEPMEHTOB.
AJKOroJbJeruiporeHasHasi CuCTeMa sIBJIsI€TCS IIaBHbIM METa00IMYECKUM MMyTEM 3TaHOJIa, a
TaKXKe IPYruX OMOJOTHYCCKH BaXKHBIX AJIKOTOJICH U allbJeTuI0B (peTuHo, 37-
THJPOKCUCTEPOUIBI, ?-TUIPOKCH KUPHBIC KHCIOTHI, (POPMAIBACTH U 4-TUAPOKCHHOHCHA)
[1, 32]. AnkorosbaeruaporeHasa sBiaseTCs JUMEPOM, COCTOSIIIMM U3 JIBYX CyOBETHHUIL C
MmounekyisipHoit maccoit 40 k/{a. K HacTosmeMy BpeMeH! UICHTUPUIUPOBAHBI CEMb
paznmunbiX TeHoB (AIT'1-AJII'7), KOAUPYIONUX ANKOTOJIBIETHPOTeHA3bl YelloBeKa. [ eHbI
AAI'1-AJITS xogupytot ?, 7, ?, ?u ?-cyObeauuuiibl, coorBeTcTBeHHO. ['en AJII'7 xogupyet
?-cy0benuHuILy, a 0ok, kogupyemblid AJII'6 reHoM, He BbIeIeH IN ViVO.

ITo romonorun HykJI€OTHAHBIX nociienoBatenbHocTe MPHK 1 aMMHOKHCITOTHBIX
MOCJIeI0BATEILHOCTEH, ANEKTPOPOPETUUECKUM U IH3UMATHYECKUM cBoMcTBaM A
yenoBeka o0beInHeHbI B 5 kitaccoB. [lepBolil kitacc o0beaunsieT Tpu u3ohepmenra (7?2, 7?2 u
??). Ko BropoMy KJIacCy OTHOCUTCST ??-U30(EPMEHT, K TPEThEMY - 77, K UeTBepTOMY - ??, a K
nsTomy kinaccy A6 [12, 16].

N30(hepMeHTBI aJIKOTOJIbAETUAPOreHa3 BOZHUKIM B pe3yJbTaTe AYIIUKALMI T'€HOB.
YcTaHoBieHO, 4TO HauboJee (PUIOreHeTUYECKH IpeBHEN (hOpMOi ABIISETCS
ankoroJyipaeruaporenasa kinacca |l (rmyrarnon-3aBucumasi popmaibaeru AeTHAPOreHasa),
oOHapyKeHHas y OakTepuil, rpuOOB, paCTCHHUI U KUBOTHBIX [7, 25]. [lepBas nymiukarms
r'eHa, KOJUPYIOIIETo 3TOT (DEPMEHT, MPOU30IILIa Ha YPOBHE KOCTHBIX pbIO (405-450 MutH. net
Ha3aJ), 4YTO NpuBeso K BosHuKHOBeHHIO AJII" kimacca | (kmaccuveckoi eueHOYHOM
AJIKOTOJILACTUAPOTeHAa3bl) [7]. DTOT (akT MOATBEPKAACTCS HATUYUEM Y KOCTHBIX PhIO
00111eT0 CTPYKTYpPHO-TUIIOBOTO pepMeHTa, YTo mo3BosisieT paccmarpuBath AJIIT kinacca |11
JAHIETHUKA B KAYECTBE 3BOJIIOLIMOHHOIO MPEAIIECTBEHHUKA K0T 0JIbETUPOreHas Kiacca
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| [7]. TTocneayromue AyIUTMKAIIMK T'EHOB MPUBEIH K Bo3HUKHOBeHHIO AJII" BTOpOTO,
YETBEPTOrO U IMATOrO KJIaccoB. Bo3HuKHOBeHUE TpeX TUIOB (7, ?, ?) aKOroNIbIeruaporeHas
MEPBOTO Kacca TakKe CBA3aHO C NYIUIUKAIMSIMU T€HOB, MTPOU3OMISIITNX HA YPOBHE
npumMaros [25].

Iesp uccneoBaHus . ONPEACIICHUE DBOIOLMOHHBIX JUCTAHIIUNA U CKOPOCTEN
ABOJIIOIIMH HYKJIEOTUIHBIX nociienoBaTenbHocTet MPHK ankoronsaerunporenass kiacca |
XOPJIOBBIX JKUBOTHBIX.

Marepuan u METOIBI

[Tpoananu3npoBaHbl HYKJICOTHAHBIE TTOCae0BaTeNbHOCTH MPHK
aJikorojbaeruaporenassl kinacca |11 mannernuka (Branchiostoma fluoridae - B.f. [5, 6]),
SIBIISIFOLIASICSL ABOJIOIMOHHBIM TPEIIECTBEHHUKOM Kiaccuueckux neueHouHsix AJI, a
TaKXKe aJIKOrojIbJAeruaporeHas kiuacca | semaHoBoHbIx (Xenopus laevis - X.1. [14]), ntun
(Gallus gallus - G.g. [9], Apteryx australis- A.a. [13]), rpeizynoB (Mus musculus - M.m.
[26]), HenapHokonbITHRIX (EqUUS caballus - E. c. [24]), 3aitiieo6pasubix (Oryctolagus
cuniculus - O.c. [15]) u npumaTos (bb-uzodepment Papio hamadryas - P.h. [31], bb-
nzodpepment Pan troglodytes - P.t. [23] u ?7?-, bb-, ??-u3ohepmentsr Homo sapiens [8, 17]-
H.s. 1, 2 u 3, COOTBETCTBEHHO).

Jlis1 BEIpaBHUBAHUS HYKJICOTHIHBIX MTOCIIEIOBATEIFHOCTEN NCTIOIB30BaIacCh
nporpamma Clustal W [30]. /st onpeenieHns KapTHHBI 3aMEIICHUI B CpaBHUBAEMBbIX
MOCJICIOBATEIBHOCTSX pacCunTal HHIEeKC HecooTBeTcTBUs (Index disparity - ID) u
ucnonb3oBaH |D-Tect as onpenenenus BepositHocty (P) oTkIIOHEHUS HyJIEBO# TMIIOTE3bI O
TOMOTECHHOM KapTHHE 3aMeIICHUI HYKJIeoTH10B Ha 5%-HoM ypoBHe [20, 21]. B ciyuae
TOMOTECHHOM KapTHHBI 3aMeIeHUI 3BotoIMOoHHbIe qucTaHimu (K) paccyuTaHbl 0 METO1aM
JIxykca-KanTtopa [18], Kumypa [19], Tanzuma-Heii [27], Tamypa [28], Tamypa-Heii [29]; B
cllydae reTeporeHHou - mo metogam Tagsuma-Heit [27], Tamypa [28], Tamypa-Heit [29].
CKOpOCTh IBOJIOLMOHHBIX 3aMEH OCHOBAHHI HA CAlT B 0]l BEIYMCIISUIN TIO (hopmyie:
kaykin.=K/2T, rae T - 4nciio iet, npoIie/ X Mocjie BOJTIOIMOHHON TUBEPTCHIINHN JIBYX
uenen ot o01Iel 11 HUX MPEAKOBOM LeNH: MHOKHUTENb 2 B 3HAMEHATEJIE COOTBETCTBYET
JABYM BETBSIM IOJIpa3yMeBaeMoro (hUIOreHeTHUeCKoro apesa [2].

Pesynbrater u ux o6cyxneHne

Jlnist ompesiesieHnst KapTHHBI 3aMEIICHUN B HYKJICOTHIHBIX MOCIEA0BATETbHOCTAX
AJIKOTOJIBICTUAPOTEHA3 Kilacca | XOpI0BbIX KUBOTHBIX IPOBEACHBI UX MOMAPHBIC
CpaBHEHHU, a TaK)Ke onpe/iesieHbl nHAeKe HecooTBeTcTBUS (ID) 1 BepostHOCTh (P)
OTKJIOHEHUS HYJIEBOW FMIIOTE3bl O TOMOI'€HHOM KapTHHE 3aMEICHUN HYKJIEOTHA0B Ha 5%0-
HOM ypoBHe (Tabu. 1).

Tabnuma 1

3HaueHMs UH]IEKCa HECOOTBETCTBUS M BEPOSTHOCTH OTKIIOHCHHS HYJIEBOM TUIIOTE3BI O
TOMOTEHHOW KapTHUHE 3aMEIICHUI HYKJICOTHI0B Ha MSTHIIPOLIEHTHOM YPOBHE ISl IEPBOTO
KJ1acca allkOTOJIbJIETHIPOTEHA3 XOPIOBBIX KHUBOTHBIX



Bag | Hs.l |Hs2 Hs3|Pt |Ph |0 |Ec¢ |Mm |Aa |[Gg |XLl |BL
H.sl 0,1498 | 0,0000 | 0,2553 | 0,1995 | 0,0438 | 0,2270 | 1,2633 | 0,0000 | 2,674 | 09846 | 59,0727
H.s.2 | <05 0,0458 | 0,0071 | 0,0000 | 0,0000 | 0,0000 | 0,5479 | 0,0000 | 2,6180 | 1,5636 | 6,6578
H.s.3 | =005 | =005 0,1073 | 0,0656 | 0,0000 | 00771 | 1,0075 | 0,0000 | 2,5805 | 1,1328 | §,2473
B.t. | <005 | =005 | <005 0,0000 | 0,0000 | 0,0000 | 0,5142 | 0,0000 | 26788 | 1,8302 | 6,1924
P.h | <005 | =005 (=005 =005 0,0000 | 0,0000 | 06445 | 0,0000 | 2,6357 | 1,5525 | £,4938
O.c. | =005 | =005 | =005 | =0,05 | =003 0,0000 | 06525 | 0,0000 | 30476 | 16685 | 67757
Ec. | <005 | =005 =005 =005 | =005 | =005 0,360% | 0,0000 | 2,7964 | 2,6611 | 5,9211
M.om, | <005 | <005 | <005 | <005 | <005 | <005 | <005 0,4234 | 3,3293 | 3,0340 | 4,3393
Aca | 2005 | =005 | =005 =005 | =005 | =005 | =005 | =005 24336 | 1,0512 | 6,8892
G.g | <005 | <005 | <005 | <005 | <005 <005 | <005 | <005 | <005 3073 | 96383
X1 | <005 | <005 | <005 | <005 | <005 | <005 | <005 | <005 | <005 | <008 10,4803
B.f | <005 | <005 | <005 | <005 | <005 | <005 | <005 | <0,05 | <005 | <0,05 | <0,0%

[Ipumeuanue. 3naueHus P Boiienensl xxupHbIM mipudrom. Aueliku ¢ P>0,05 BeieneHs
CEPbIM LIBETOM.

Ecnu Benuuuna P 6onbiie 0,05, To kapTHUHY 3aMEIIeHUIN NPUHATO CYUTATD
rOMOT'€HHOM, B 00paTHOM Cily4ae - reTeporeHHoi. ' oMorenHas kapTuHa 3aMeleHui
HaOmromaercs B 24 n3 66 npoBeieHHBIX MOMApHBIX cpaBHeHU (36,36%), a reTeporeHHas - B
63,64%. Hanuuue AByX KapTUH 3aMENIEHUN B HYKJICOTUIHBIX TTOCJIEIOBATEIILHOCTIX
aJIKOTOJIbJIETUAPOreHa3 Kiacca | Xop10BbIX JKUBOTHBIX CBUJIETEIBCTBYET O HEOOXOAMMOCTH
b depeHIrpoBaHHOTO MOAX0/1a IPHU OMPEACIICHUH SBOTIONMOHHBIX AUCTaHIMI. B Tab. 2
MIPE/ICTABIICHbI CPEJIHNE FBOIIOLMOHHBIE TUCTAHIIMU IO TPEM MOJIOKEHUSAM HYKJICOTH A B
KOJIOHE, MOJTYYEHHbIE PA3IUYHBIMU METOJAMHU C YYETOM COOTBETCTBYIOLIUX KAPTHH
3aMeIleHHUs], 11l IEPBOTO Kilacca ajIkOroJibJEruAPOreHa3 XOp10BbIX KUBOTHBIX.

Tabnuua 2

CpelHre 3BOJIIOIIMOHHBIE TUCTAHIMH B pacueTe Ha HYKJIEOTUIHBIA CAUT U UX
CTaHAapTHas OmKOKa, MOJyYEHHbIE Pa3IMYHBIMU METOJIAMU C YYETOM COOTBETCTBYIOIIMX
KapTUH 3aMEIlEeHUs, ISl IEPBOTO Kilacca alKOroJbJAeTHIpOreHas XOp10BbIX )KUBOTHBIX



Bag Hs.1 |Hs2 Hos3 | Pt P.h. 0.t E.c. Mm |Aa G.g Xl B.1.
Hsl 0,0002 | 0,000 | 0,0002 | 0,0002 | 0,0003 | 0,0008 | 0,0011 | 0,0015 | 0,0026 | 0,0028 | 0,001%
H.s.2 | 00526 0,0001 | 0,0000 | 0,000C | D,0004 | 0,0006 | 0,0010 | 0,0013 | 0,0023 | 0,0026 | 0,0013
H.s.3 | 0,0642 | 0,0468 00001 | 0,0001 | 0,0003 | 0,0005 | 0,0009 | 0,0015 | 0,0032 | 0,0025 | 0,0017
P.t. | 00336 (00071 | 0,0525 0,0000 | 0,0003 | 0,0005 | 0,0010 | 00013 | 0,0023 | 0,0025 | 0,000
P.h. | 00671 | 0,0265 | 0,0564 | 0,0281 0,0003 | 0,0006 | 0,0011 | 0,0015 | 0,0027 | 0,0027 | 0,0023
O.c. |01302 | 01378 | 0,281 | 0,1346 | 01378 0,0004 | 0,0008 | 0,0013 | 0,0028 | 0,0017 | 0,0013
E.c. | 01486 | 0,0504 | 0,0501 | 0,1493 | 01558 | 0,1401 0,0010 | 0,0016 | 0,0029 | 0,0026 | 0,0016
Mm | 0217 (02096 | 02047 | 0,2121 | 0,2168 | 0,2046 | 0,2100 0,0011 | 0,0033 | 0,0037 | 0,0015
A.a | 03755 | 0,3618 | 0,3667 | 0,3573 | 03638 | 03719 | 0,3596 | 0,3903 00007 | 0,0025 | 0,0014
G.g. | 04045 | 0,3885 | 04018 | 0,3884 | 0,3041 | DA4020 | 03027 | 04314 | D308 0,0033 | 0,0008
X1 | 04232 | 04223 | 0,4200 | D 4221 | 04269 | 04208 | 04327 | 04317 | 03907 | 04071 0,0009
B.f | 05807 [ 05797 | 05018 | 05822 | 05903 | 05925 | 0,581% | 05083 | 0,5923 | 05088 | 0,5430

[Tpumedanvie. DBOIIOIMOHHBIC JUCTAHITNHU BBIICICHBI )KUPHBIM MIPUPTOM.

JIJIst O TydeHUsT CPeTHUX 3HAUYECHUN YBOTFOIIMOHHBIX JUCTAHITUH JIJI KKIOTO U3
OpPraHU3MOB HEOOXOJMMO YYHTHIBATH TOJHKO 3BOJIOIMOHHBIC IUCTAHIINH, TTOTYIYCHHBIC TIPU
cpaBHeHnH nocnenosarenbHocTd MPHK aToro oprannsma ¢ nocnegosarensHocTsiMu MPHK
TaKCOHOMHUYECKH BBITIICCTOSIINX OPraHU3MOB. Tak, MPHU pacueTe CPEeIHEH IBOTFOIMOHHOM
JTUCTAHITUH JIJIS TITUIL CIICAYET YUYUTHIBATH YBOJIFOIMOHHBIC TUCTAHITUH, TIOJyUYCHHBIE TIPH
CpaBHEHUHU HYKJICOTUIHBIX nociienoBaTenbHocTed nx MPHK ankoronpnernnporenas kiacca
| ¢ TaKOBBIMY TPBI3YHOB, HETTAPHOKOMBITHBIX, 3aiIIc00pa3HBIX U MPUMATOB. JlJis
nanuetHuka cpeanee 3Hauenue K=0,5855+0,0049, nns 3emuoBoaubix K=0,4216+0,0044,
st ntun, K=0,3845+0,0227, nns rpeizynoB K=0,2109+0,0021, a5t HenapHOKOMBITHBIX
K=0,1491+0,0023, nns 3aitneoopazubix K=0,1337+0,0022, nis naBuana K=0,0263+0,0000,
a mist mmmnanze - K=0,0071+0,0000. 13 npuBeneHHBIX JaHHBIX MOKHO CJI€NIaTh BHIBOJI O
CYIIECTBOBAHUH YETKOTO MapauieIn3Ma MKy BPEMEHEM TUBEPTEHITUN U PACUCTHBIMHU
3HAYEHUSMH YUCIIa HYKJICOTUIHBIX 3aMEH, MPOUCIIC/IITNX B X0JI¢ IBOJTIOIUH.
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3aBHCHMOCTH MEXK/Ty 3HAUCHUSAMH DBOJIONMOHHBIX TUCTAHIIMN U BpEMEHEM
nusepreriu MPHK ankorosisaeruaporenas kinacca | XopaoBbIX dKUBOTHBIX

Ha puc. 1 npuBeneH rpaduk, Ha KOTOPOM TOYKH COOTBETCTBYIOT PACUCTHBIM
3HAYCHHSIM YMCIIa HyKICOTHAHBIX 3aMeH (K), MpUypOYeHHBIM K COOTBETCTBYIOIIMM
Bpemenam guBepreniuu (T). Tak, Touka moa HomepoMm 1 - cpennee 3HaueHue K s
JaHIeTHUKA U mipeanoniaraemoe Bpems auBeprennnu (550 mun. et [3]). Touka 2 - cpennee
K st 3emuoBOAHBIX (365 MiTH. 51eT), Touka 3 - cpeanee K mist nrur (310 mutH. ser), Touka 4
- cpennee K s rpeizynoB (110 miH. neT), Touka 5 - cpeanee K s HenmapHokonbITHBIX (92
MJIH. JIeT), Touka 6 - cpeanee K s 3akineoopasubix (91 mutH. jer), Touka 7 - cpeanee K mist
naBuaHa u Touka 8 - cpeanee K st mumnanse u bb-uzodepmenrta uenoseka (6 MiH. et
[10]). U3 puc. 1 BuaHO, 4TO BCE TOUKH, 32 HCKIIOYCHHEM TOUeK 1 1 4, TOBOJBLHO XOPOIIIO
Joxarcs Ha npsimyto. Hakion stoit mpsimoii pasen 0,0012, uto gaer kayxin.=K/2T7?0,60710-
9 3aMeH Ha HYKJICOTHIHBIA CalT B roj. JIpyruMu clloBaMH, TEMITbl HYKJICOTHIHBIX 3aMCH B
pa3HbIX BETBAX POJIOCIOBHOIO JIPEBa XOPAOBBIX ObLTH MPUMEPHO OJIMHAKOBBIMH.
3HAYUTEIbHOE OTKJIOHEHHE HAOJIOIAETCS TOIBKO MPU CPABHEHUH MBIIIH C JPYTHUMHU
MJICKOITATAIOIIMMH, YTO CBUJCTEIBCTBYET B MMOJIB3Y MPEIIOJIOKECHHS 0 00JIee BHICOKOH
ckopocTh 3BooIMKH Al TpbI3yHOB, €CIIH, KOHEYHO, 3/16Ch HET ONTHOKH B ONPE/ICIICHUN
BPEMCHHM JTUBEPreHIMU. B CBOIO ouepeib BBICOKAs CKOPOCTH 3BOJIIOIUHN H3ydaeMO
nocienoBatenbHocTd MPHK AJITT kiacca | 'y rpbI3yHOB MOXKET ObITh O0OBSICHEHa KOPOTKUM
MIEPHUOIOM UX KH3HHU, BBICOKON aKTHBHOCTHIO META0OIMUECKHUX MPOIECCOB U HU3KUM
ypoBHeM penapanuu JIHK [4, 22]. Uto xe kacaeTcst TOYKH 1, TO ee OTKIIOHEHHE OT MPSAMO
O)KUIa€MO, TIOCKOJIBKY OHAa COOTBETCTBYET PACUCTHOMY 3HAUCHHIO YHCIIa HYKJICOTHIHBIX
3aMeH JIJIsl IPYTrOoro CTPYKTYPHO-(YHKIIMOHAILHOTO Kilacca aJIKOTroJIbJeTuaporeHas (kiacca
[11), 5BOIOIMOHUPYIOMIMX 10 HAIIMM JaHHBIM C MEHbIIIEH CKOpOCThIO, paBHo# 0,40?710-9
3aM€H HAa HYKJICOTUIHBIM CAUT B TOJI.

[Tpusenennas Benuunna 0,60710-9 B rog mpeacTaisieT co0o0il 00IIyI0 CKOPOCTh 3aMEH
B pacyeTe Ha CalT, OJHAKO ropa3i0 MHTEPECHEE OIEHUTh CKOPOCTh IBOJIIOLIMH TSI KaXKI0TO
U3 TPEX MOJOKESHUH KOTOHOB. 3HAUCHUS IBOJIIOIMOHHBIX TUCTAHIIMK B pacyeTe Ha
HYKJICOTHIHBIM CalT MO KKIOMY M3 TOJ0KEHUH HYKICOTHIa B KOJIOHE MPUBEIACHBI B Ta0JI.
3-5.

Tabnuua 3

CpenHue 3BOJIONMOHHBIC JUCTAHIIUN B pacyeTe Ha HYKJICOTHIHBIM CANT 1O MEPBOMY
MOJIOKEHUIO KOJOHOB M MX CTaHJapTHAs OIIUOKA, OJYyYCHHBIC PA3IMYHBIMU METOJAMHU C
YYETOM COOTBETCTBYIOIIUX KAPTHUH 3aMEIICHHUS, /IS IEPBOro Kiiacca
AJIKOTOJIBICTUAPOTreHA3 XOPAOBBIX JKUBOTHBIX



Bux Hs.1 | Hs2 | Hs3 | Pt Ph [0c |Ec [Mm [Aa |Gz |X1 B.f
Hsl 0,0000 | 0,0000 | 00001 | O,0000 | 0,0001 | 0,0000 | 0,0002 | O,0011 | 0,0010 | 0,001% | 0,0031
H.s.2 | 00439 0,0000 | 0,0000 | O,0000 | 0,0001 | O,0001 | D,0001 | C,000% | 0,0007 | 0,001 | 0,000
H.s.5 | 0,0410 | 0,0209 0,0000 | 0,0000 | 0,0001 | 0,0002 | 0,0001 | 0,0007 | 0,0007 | 0,001 | 0,0031
P.t. | 00468 | 0,0027 | 0,0327 0,0000 { 0,0001 | 0,0001 | 00001 | 0,0007 | 0,0007 | 0,0026 | 0,0030
P.h. | D,0524 | 0,0134 | 0,0383 | 0,0162 0,0001 | 0,0001 | 0,0001 | O,0008 | 0,0007 | 0,0020 | 0,0029
0.c. | 0,0815 | 0,0908 | 0,0757 | 0,0008 | 0,1027 0,0001 | 0,0001 | 0,0006 | 0,0008 | 0,0020 | 0,0034
E.c. |D,0816 | 0,073 | 0,0739 | 0,0730 | 0,0788 | 0,0875 0,0001 | 0,0005 | 0,0008 | 0,0010 | 0,0029
M.m. | 01151 | 01151 | 01059 | 00184 | 01216 | 0,151 | 0,1120 0,0010 | 0,0007 | 0,0017 | 0,0035
Aa |D2528 | 0215 | 0.2191 [ 0,2118 | 0,293 | 02205 | 0,115 | 0,2522 0,0001 | 0,0016 | 0,0028
G.g. |0,2826 | 0,476 | 0,2476 | 02432 | 0,2435 | 0,2741 | 02652 | 0,2736 | 0,0872 0,0016 | 0,0028
X1 | 03014 | 02807 | 02898 | 0,2058 | 0,3002 | 0,2045 | 0,3055 | 0,2827 | 0,2830 | 0,3057 0,0019
B.f 04900 | 0,4753 | 0,4849 | 04808 | 04862 | 0,5056 | 0,4852 | 0,5060 | 04355 | 04706 | 0,3793

[Tpumedanvie. DBOIIOIMOHHBIC JUCTAHITMHU BIICICHBI )KUPHBIM MIPUPTOM.

Tabnuma 4

Cpeanue 3BOJTIONMOHHBIC TUCTAHIIMK B pacyeTe Ha HYKJICOTHIHBINA CAalT IO BTOPOMY
MTOJIOKCHHIO KOJJOHOB M MX CTaHJapTHAs OIMIMOKA, TOJyYEeHHBIC Pa3IMYHBIMU METOJIAMH C
Y4eTOM COOTBETCTBYIOIIMX KAPTHUH 3aMEIICHHSI, IJIsl IEPBOTO Kilacca
AJIKOTOJIBJICTUAPOTCHA3 XOPAOBBIX KUBOTHBIX

Bax Hs.1 |Hs.2 | Hs.3 | P.t. Ph |[0Oec [Ee [Mm |Aa |Gg |X1 B.L
H.sl 00000 | 0,0000 | 0,0001 | 0,0001 | 0,0001 | 0,0001 | 0,0002 | 0,0002 | 0,0003 | 0,0008 | 0,0000
Hs. 2 | 0,0244 0,0000 | 0,0000 | 0,0000 | 0,0001 | 0,0001 | 0,0001 | 0,0002 | 0,0003 | 0,0005 | 0,0000
Hs. 3 | 0,044 | 00216 0,0000 | 0,0000 [ 0,0001 | 0,0000 [ 0,0000 | 0,0002 | 0,0003 | 0,0004 | 0,000
P.i. | 0,0244 | 0,0053 | 0,0216 0,0000 { 0,0001 | 0,0001 | 0,0000 | 0,0002 | 0,0003 | 0,0004 | ©,0001
P.h. | 00355 | 0,0217 | 0,0272 | 0,0062 0,0001 | 0,0001 { 0,001 | 0,0003 | 0,0004 | 0,0005 | 0,0001
0.c. |0,0642 | 0,0641 | 0,0468 | 0,0640 | 0,0670 0,0001 | 0,0000 | 0,0002 | 0,0002 | 0,0003 | 0,0002
E.c. | 00640 | 0,0610 | 0,0438 | 0,0610 | 0,0668 | 0,0611 0,0001 | 0,0002 | 0,0003 | 0,0004 | 0,0002
M.m. | 00817 | 0,0785 | 0,0610 | 0,0726 | 0,078 | 0,0726 | 10,0697 0,0004 | 0,0003 | 0,0004 | 0,0004
A | 01500 | 01365 | 0,1435 | 00566 | 01367 | 0,403 | 0,137 | 0,501 00001 | 0,0003 | 0,0003
G.g. [01628 | 0174 | 0,500 | 01703 | 0,1742 | D,0478 | 01470 | 01781 | 0,0536 0,0007 | 0,0006
X1 |[01753 | 0177 | 0,1702 | 0,702 | 0,797 | 0,608 | 0,1610 | 0,1612 | 0,472 | 0,1883 0,0002
B.f 0,2885 | 0,2924 | 0,3004 | D,3005 | 0,3085 | 0,2847 | 0,3086 | 0,3009 ( 0,2772 | 0,2945 | 0,2269

[Tpumedanvie. DBOIIOIMOHHBIC JUCTAHITNHU BBIICICHBI )KUPHBIM MIPUPTOM.

Tabnuma 5

Cpennue 3BOJTIONMOHHBIC TUCTAHIIMK B pacyeTe Ha HYKJICOTHIHBIA CAalT MO TPETHEMY
MTOJIOKCHUIO KOJJOHOB M MX CTaHJapTHAs OIMIMOKaA, TIOJyYEeHHBIC Pa3IMYHBIMU METOJITAMH C
Y4eTOM COOTBETCTBYIOIIMX KAPTUH 3aMEIICHHSI, JIJIsl TIEPBOTO Kilacca
AJIKOTOJIBJICTUAPOTCHA3 XOPAOBBIX KHBOTHBIX
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Bum Hs.1l | Hs2 | Hs3 | Pt Ph |0 |Ec [(Mm |4a |Gg |X1L B.f,

Hsl 0,0007 | 0,0008 | 0,0007 | 0,001 | 0,0019 | 0,0067 | 0,0106 | 0,0178 | C,0621 | 0,0373 | 0,0767
H.s.2 | 0,0013 0,0003 | 0,0000 | 0,0001 | 0,0025 | 0,0051 | 0,0101 | 0,0180 | 0,0497 | 0,0282 | 0,0736
Hs.3 | 01329 | 0,001 0,0006 | 0,0003 | 0,0019 | 0,0046 | 00003 | 0,0247 | 0,0019 | 0,0523 | 0,0623
P.t. | 00914 | 00135 | 01062 0,0002 | 0,0021 | 0,0049 | 0,0115 | 0,0162 | 0,000 | 0,0307 | 0,0663
P.h. | 01165 | 00442 | 0,1064 | D,0529 0,0018 | 0,0047 | 0,0100 | 0,0158 | 0,0592 | 0,0333 | 10,0635
0.c. | 02640 | 0,2813 | 0,2869 | 0,2686 | 0,2599 0,00Z7 | 0,0000 | 0,0216 | 0,0762 | 0,0470 | 0,1048
Ec | 03351 (03582 | 0,3777 | 0,3532 | 0,3652 | 0,2072 0,0135 | 0,059 | 0,0982 | 0,027 | 0,042
M.om. | 05458 | 05149 | 0,5381 | 05325 | 0,5356 | 0,5025 | 05480 0,0166 | 0,0853 | 0,0632 | D,0763

Aa [ 09308 | 0972 | 10524 | 09452 | 0,975 | 10605 | 10454 | 1,082 0,0065 | 0,0301 | 0,1457
C.g. |11028 | 10464 | 12369 | 1,0726 | 1,0086 | 12817 | 11008 | 1,3031 | 0,3008 0,030 | 0,0328
X.L | 1,003 | 1,084 | 1,2005 | 1,056 | 1,1025 | 1,2186 | 1,677 | 1,292 | 10048 | 09549 0,0165

B.f | 14390 [ 14172 | 14055 | 1,3706 | 1,3665 | 14914 | 1,3168 | 14975 | 1,8654 | 14939 | 15047

[Tpumedanvie. DBOIIOIMOHHBIC JUCTAHITNHU BBIICICHBI )KUPHBIM MIPUPTOM.

Cpennue 3HaueHus K mo nepBomy nojoxeHu0 HykieoTuaa B kojone (K1)
pacCUYHMTaHbI OMMMCAHHBIM BBITIIE ClIOcOOOM. Tak, JJIs JTaHIIETHUKA CPETHEe 3HAUCHUE
K1=0,4727+0,0115, nina semuoBogunix K1=0,2949+0,0028, msa nrurn K1=0,2431+0,0235,
st TpeizyHoB K1=0,1147+0,0020, nnst nenmapuokonbiTHEIX K1=0,0798+0,0019, nis
3aitiieoopazubix K1=0,0882+0,0051, nns masuana K1=0,0134+0,0000, a a5 mumMmnanse -
K1=0,0027+0,0000.

AHaJIOTUYHO MOTYYEHBI CPETHUE DBOJIFOIMOHHBIC JTUCTAHITUHU TI0 BTOPOMY ITOJIOKEHUTO
nykieotuaa B kogone (K2). Jlnsa nannernuka cpennee 3nadenne K2=0,2894+0,0072, miis
3emHOBOAHBIX K2=0,1694+0,0040, ns ntun K2=0,1564+0,0105, a5t rpbhI3yHOB
K2=0,0735+0,0028, nis nenapuokonbiTHbx K2=0,0596+0,0036, nis 3aiiiieo0pa3HbIx
K2=0,0612+0,0041, nng maBuana K2=0,0217+0,0000, a m1st mmMIanse -
K2=0,0053%0,0000.

HauGonpmuii ”HTEpEC MpeCTaBIsIET ONPEASICHHE CPETHUX IBOTIOIMOHHBIX
JUCTAHIIMHI TI0 TPEThbeMY MOJIOXKEHHU IO HyKiIeoTHaa B koaoHe (K3). 3aMeHbl B TpeThHX
MO3UIUAX KOJOHOB B OCHOBHOM HE TIOJIBEPKEHBI ICHCTBUIO 0TOOPA M ABOJIFOITMOHUPYIOT B
HEHUTPAIBHOM PEXHME, T.€. COOTBETCTBYIOT TUIIOTE3€ MOJICKYJIIPHBIX YacOB. THITHUHBIM
MPUMEPOM HEUTPATBHBIX MYTAIMHA SBJISTFOTCS CHHOHUMUYHBIC 3aMEHBI B TPETHUX
MOJIOKCHUSAX KOJIOHOB, KOTOPBIC H3MEHSIOT HYKJICOTHIHBIE TTOCIICIOBATEILHOCTH T€HOB, HO
HE MEHSIOT CMBICJIa KOJAUPYEMbIX aMUHOKHCIIOT, T.€. HE TIOJIBEPIKEHBI ICUCTBHIO OTOOpA Ha
ypoBHe 0enkoB. Jlyist nannetHuka cpennee 3nauenne K3=1,4700+0,0460, nsis 3eMHOBOTHBIX
K3=1,1235+0,0325, nns ntun K3=1,0794+0,0914, nns rpeizynoB K3=0,5311+0,0068, nins
HenapHokonbITHBEIX K3=0,3478+0,0127, nns 3aiineoopaszusix K3=0,2721+0,0058, ns
naBrada K3=0,0442+0,0001, a g mmmmianse - K3=0,0135+0,0000.

W3 npuBeIEeHHBIX JaHHBIX CJEAYET, YTO JJI BCEX PACCMOTPEHHBIX CTydaes, 3a
UCKITFOUeHHEeM cpaBHeHus nociieaoBatenibnoctd MPHK AJIT kiacca |b yenosexka ¢
TaKOBBIMHU ITUMIIAH3€ M [TaBHaHa, CIPABEIJINBO COOTHOMIEeHnEe K2

ComnocTaBUM OIMKMCAHHBIM BBIIIE CIIOCOOOM CpETHUE 3HAUCHUS IBOFOITUOHHBIX
JTUCTAHITUH TI0 TPETHEMY ITOJIOKCHUIO HYKJICOTH A B KOJAOHE C MPEATIOIaracMbIMH
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BPEMECHAMHM JTUBEPIreHIIUN PA3TUNIHBIX OpraHu3MoB (puc. 2). O003HAYCHHBIC TOYKH TAKKE
XOPOIIIO JIOKATCS Ha MPSMYIO, YTO CBUJIETEJIHCTBYET O MPUOIUZUTEIBHO TOCTOSIHHOM
CKOPOCTH HYKJIEOTUIHBIX 3aMEILIEHUN 10 TPETHEMY IOJIOKEHUIO KOIOHOB. HakiioH 3ToMn
npsimoii paBen 0,0031, uto naet Kayki.=1,55?10-9 3aMeH Ha HYKJICOTUAHBIA CAlT B TO/I.
Otknonenue Touyek 1 u 4 ot npsiMoit 00yCIOBIIEHO NPUYMHAMH, OTUCAHHBIMHU BBILLIE.

T, ununar

B om0 1% M0 B0 10 9N 40 40 &0 6

PucyHok 2

3aBUCUMOCTH MEXTY 3HAUCHUSIMH SBOTIOIMOHHBIX JUCTAHITUN IO TPETHUM
MOJIOKCHUSM KOJIOHOB U BpeMeHeM nuBepreniimu MPHK ankoronsnernaporenas kimacca |
XOPJIOBBIX JKHBOTHBIX

Ha pwuc. 3 npencrapieHa AeHApOrpaMMa, OTpaXKaromas poICTBEHHBIC OTHOIIICHUS
MEXIY aJIKOTOIBACTHIPOTreHa3aMHu Kiacca | XOpAOBBIX )KHBOTHBIX, CTPYIITUPOBAHHBIX
MetogoM UPGMA Ha ocHOBaHMM 3HaU€HHI IBOIOIUOHHBIX TUCTAHIIUNA MEXIY
nociienoBaTenbHOCTIME nX MPHK, paccuntanubix MerogoM Kumypsl o mepBomy u
BTOPOMY TIOJIO)KCHHSIM KOJIOHOB. Tako# MOoIX0/T MO3BOISIET TOJIYIUTh 00JIee TOUHBIE
BpeMeHa quBepreHimu [11].



26 6 ADH [beta Homo sapiens
44 ALH Ibeta Pan troglodytes
57 ADH [beta Papio harradryas
10 ADH T garoeea Hovo sapiens
117 L ADH lalpha Homo sapiens
147 { —— ADH [E Equuis cabalig
ADH 1 Oryctolagus cuicudis
ADH [Mus mizcilus
353 ADH [ Apteryx australis
584 ADH [ Gallvs gallus
] ADH [ Xenopuslaevis
ALH Il Branchiostons fordas

210

L F 1 | 1
500 A00 300 200 100 0 mmimer

Pucynok 3

PojicTBEHHBIC OTHOIICHHS MEKY aJTKOTOJIbACTHIPOreHa3aMu Kiacca | Xop0BbIX
YKHBOTHBIX

[Mpumeuanue: ADH | beta Homo sapiens - b-uzodepment ankoronbaeruaporeHass
kiacca | venoseka, ADH | beta Pan troglodytes - b-uzohepmeHT ankoronbaeruaporeHassi
kiacca | mummanse, ADH | beta Papio hamadryas - b-uzodepmenT ankoroybaeruaporeHassl
kiacca | maBuana, ADH | gamma Homo sapiens - ?-n30(hepMeHT allkoroJIbIeTUAPOTreHA3bI
kiacca | yenoseka, ADH | alpha Homo sapiens - ?-u3zogepMeHT aaKoroabaeruIporeHasbl
kiacca | venoseka, ADH |E Equus caballus - stanon-aktuBHBI n30pepMeHT
aJikoroJbpaeruaporenassl kinacca | momaau, ADH | Oryctolagus cuniculus -
aJIKOTOJIbJIeTuAporeHasa kimacca | kponuka, ADH | Mus musculus - ankoroiibaeruaporeHasa
kiacca | mermu, ADH | Apteryx australis - ankoronbaeruaporenasa kinacca | kusu, ADH |
Gallus gallus - ankoronpaeruaporenasa kinacca | kypuisr, ADH | Xenopus laevis -
aJIKoTOJIbIeTuIporeHasa kiacca | mmopnesoit sisrymku, ADH 111 Branchiostoma floridae -
ankorousbaeruaporenasa kinacca |l nannetnuka. Hudpamu 0603HaueHbI OJTy4EHHbIE
BpPEMEHA JTUBEPIEHITUH.

JIiist omipe/iesieHnsl BpeMEH JTUBEPIreHIIMU B Ka4eCTBE KaJUOPOBOYHOM TOUKH B3SITO
OOIIETPUHATOE BPEMsl TUBEPICHIIMU MITUI] OT OOIIET0 MPEIIeCTBEHHUKA C TAKCOHOMUYECKH
BhimecTosmumMu oprannsmamu (310 mutH. stet). Ha ocHOBaHMU 3TOM ACHIPOrPaMMBI MOXKHO
TOBOPHUTH O TOM, UTO IUBEPreHIIHS aIKOroIbAeruaporenas kiacca b Homo sapiensu Pan
troglodytes npousomnuia 6 miH. et Ha3za, Papio hamadryas - 26 muH. et Ha3an, kinacca |?
Homo sapiens - 44 muH. et Ha3az, kiaacca |? Homo sapiens - 57 muid. et Hazan. B
COOTBETCTBHH C JCHAPOTrPAMMOM JUBEPTCHIINS aJIKOTOJIbCTHIPOreHa3 Kiacca |
Oryctolagus cuniculUs 1 TAKCOHOMHYECKH BBIIIECTOSIIMX OPraHM3MOB mpou3onia 117 miH.
net Hazan, Equus caballus - 108 min. net Hasan, Mus musculus - 147 miH. €T Ha3al,
Xenopus laevis - 358 min. et Hazan u, HakoHell, Branchiostoma fluoridae - 584 mnn. ner
Hazaj. [lonydyennsie nannsie quis Pan troglodytes, Papio hamadryas, Oryctolagus cuniculus,
Equus caballus, Xenopus laevis u Branchiostoma fluoridae cornacyrorcs ¢ TakoBbIMH,
NPHUHSATHIMY B 3BOJTIOIIMOHHON OMOXHMHUHU U MOJIEKyIsipHOU 3Boonmu (6, 25, 92, 91, 365,
550 mutH. aeT, coorBeTcTBeHHO [3, 10]). EAMHCTBEHHBIM HECOBMAIAIONINM C OOIICTIPUHATHIM
3HayeHreM BpeMeHu auBeprennnu (110 mutH. et Ha3am) ABAsSeTCs BpeMs quBepreHiuu Mus




musculus (147 miH. €T Ha3a/d), YTO MOXKET OBITh O0BSICHEHO BhIIICHA3BAHHBIMU
MPUYUHAMH.

Takum oOpa3omM, Ha OCHOBaHUU MPOBEICHHBIX UCCIICIOBAHUN MOXKHO MPUJITH K
CJICYIONIEMY 3aKITIOYCHHIO: 1) CpaBHUTEIBHBIN aHAIN3 HYKJICOTHIHBIX
nocnenoBatenbHocTeid MPHK ankoronsaerunporenassl kiacca | Xop10BbIX )KUBOTHBIX
BBISIBIJT JIBE KaPTHHBI 3aMEIICHHI HYKJICOTHIOB: TOMOT'CHHYIO U T€TEPOrCHHYIO; 2) B
OOJILIIIMHCTBE MPOBEACHHBIX CPaBHEHUI HAMOOJIbIIAst BOJIOIMOHHAS TUCTAHIIUS
XapakTepHa ISl TPETHETO MOJT0KEHUSI KOJJOHOB, MEHbIIIAs - 11 IEPBOT0 U HAUMEHbIIIAs -
JJIs BTOPOTO; 3) 9BOJIIOLIMS HYKICOTUAHBIX Tocienoarenbrocteid MPHK AJITM knacca |
XOPJOBBIX )KUBOTHBIX MPOUCXOIUIIA C MPUOTUZUTEIIHBHO MOCTOSHHOW CKOPOCTHIO, PaBHOM
0,60?10-9 3ameH Ha HYKJICOTHIHBIN CalT B TOJ; 4) BpeMeHa IUBEPreHIIMN PA3TUIHbBIX
TaKCOHOMHYECKHUX T'PYIIN XOP/IOBBIX KUBOTHBIX, YCTAHOBIICHHBIEC MIPU CPABHUTEIHLHOM
aHaJu3e HyKJIECOTHIHBIX nocnenoBatenbHocTe MPHK ankoronsaernaporenassl nepBoro
KJIacca, COTJIaCyOTCs ¢ TAKOBBIMU, OOIICTPUHSATHIMU B SBOJIOIIUOHHON OMOXUMUU U
MOJIEKYJIIPHOMN 3BOJIFOLIUH.
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