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IToutn 60 JIET MPOIILIO C TEX MOP, KaK OBLIO 0OHAPYXKEHO, YTO cTreneHb pasnuuusa JHK aByx BUIOB sSIBJISI-
ercst hyHKIMeit BpeMeHU ¢ MOMEHTa UX OJUBepreHunu. B manbHelIeM craao sicHO, UTO YHUBEPCATbHbBIX
MOJIEKYJISIPHBIX YACOB HE CYIIECTBYET, CKOPOCTb MOJIEKYJISIDHOM SBOIIOLIMY IITUPOKO BapbUPYET B 3aBUCU-
MOCTH OT TeHa U (PUIOTeHETUYECKOM JIMHUU, KOPPEJIUPYsI C OMOJIOTUUYECKMMU XapaKTepucTukaMmu (1po-
TIOJDKUTENTbHOCTD IMMOKOJIEHUSI, pa3Mep TeJla, TI0OJOBUTOCTh) U OCOOEHHOCTSIMY reHoMa. Pa3BuTre KoHIeI-
LIM1 MOJIEKYJISIPHBIX YaCOB CBSI3aHO C IMPOTrPECCOM METO/IOB, MO3BOJISIONIMX YYUTHIBATH U U3MEPSTH CTE-
IeHb HEMTOCTOSTHCTBA CKOPOCTU MOJIEKYJISIPHOM 9BOJIONIMU. B HacTos1iee BpeMst O0IbITMHCTBO JaTUPOBOK
BBITIOJIHSIETCSI ¢ TOMOIIBIO MeTOomoB HecTporux 4acoB (Relaxed clock), koTopble onmmpaloTcss Ha pa3HOO0-
pa3HbIe MOAEIN CKOPOCTU MOJIEKYJISIPHOM 3BOJIIOLINU (HAIPUMED, C aBTOKOPPEISIIIMEN CKOPOCTeil B CO-
CeIHUX BETBIX WK 06e3 Hee). Ipyroii akTyaabHbIi (haKTop, MTO3BOJISIIONIUN YMEHBITUTD OITUOKY MOJIEKY-
JIIPHBIX TATUPOBOK — yBEJIMYEHNE 00beMa JaHHBIX BIJIOTh O TEHOMHOTO YPOBHSI, UTO MOBBIIIAET TPeOO-
BaHUS K BBIYUCIUTEIbHON 3(h(EKTUBHOCTU AJITOPUTMOB U METOAAM PA3JIOKEHUS TaHHBIX HA TTApTULIMU.
OrtnenbHas mpodjemMa — HeJIMHeHasl 3aBUCUMOCTD OLIEHOK CKOPOCTH 3BOJIOLIMU OT BpeMeHHU ((heHOMeH
rate decay), 4TO OCOOEHHO CYIIIECTBEHHO /ISl aHaJM3a HeJaBHei ncropuu. B orcyTcTBue anekBaTHOM MO-
NIeJI 3BOJIIOLIMM TTOCeNOBaTeIbHOCTEN HYKJIEOTUIOB OLIEHKM BPEMEH MOTYT OKa3aThCsl CYIIECTBEHHO
CMEILIEHHBIMU, OT Yero YacTo CTPajaloT pe3yabTaThl, monydeHHble 1o MTIHK. OnHo 13 BaxkHe11mx Ha-
MpaBjIeHUId — pa3BUTHE METOIOB ITOJIYyYSHMS KaIuOpOBOYHOI MH(OpMaLINH, IIpeXae BCero — 0oJiee moji-
HOE MCIOJIb30BaHMe IMMOCTOSTHHO U OBICTPO pacTyIIero oobeMa NnajeoHTOJIOTUYeCKUX JaHHBIX, aHATU3 T1a-
neoIHK u npyrux BapyaHTOB reTepOXPOHHBIX TaHHBIX. HecMOTps Ha TO, UTO TOYHOCTh OLIEHOK YPOBHEH
MOJIEKYJISIPHBIX IUBEPreHIIN A TPOI0JIKAET PAaCTH, HEOTIPEAeIEeHHOCTb TaTUPOBOK COXPAHSIETCSI BO MHOTOM

n3-3a HCOOTHO3HAYHOCTHU KaJII/I6p0BOK 1 HEOOCTAaTKOB CYLICCTBYIOINX MOJIeJIEN SBOIOLIMN.
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HauaBimchk ¢ IpoCTOil MPEAnoOChUIKU, YTO 3BO-
JIIOLIMOHHBIE U3MEHEHUSI HA MOJIEKYJISIPHOM YPOBHE
MPOUCXOASIT C OTHOCUTEILHO MOCTOSIHHOI CKOPO-
ctbio (Zuckerkandl, Pauling, 1962), Halm nipeacTas-
JIEHUS O MOJIEKYJISIPHBIX Yacax 3a npoiueniiue 60 et
MpeTepriean CyleCTBeHHYI0 3Bomonuio. Ha mpors-
KEHUU 3TOTO BpEMEHM 3HAYUTEIbHBIC YCUIUS ObLIU
MPUJIOKEHBI K TOMY, YTOOBI OHSITh MTPUYMHEI U3Me-
HEHUSI CKOPOCTHU 3BOJIIOLIMM Ha (PUIIOTEeHETUIECKHX
JIpeBax U MPUMEHUTh CaM TIPUHIIUAT MOJIEKYJISIPHBIX
YacoB IS OLIEHKU BPEMEHHBIX MacIITaboB 3BOIIO-
nuu. [TossBMiICS IIMPOKMIA CIIEKTP MOACIIE MOJICKY-
JISPHBIX YacoOB, KOTOPbIE AOITYCKAIOT BapbUpPOBaHUeE
CKOPOCTH 3BOJIOLNU U MO3BOJISIIOT OLICHUBATh Bpe-
MeHa JaXe MPU UX CUJIIBHOM Pa3Inyuu B pa3HbIX Qu-
noreHetndeckux auHusaX (Ho, Duchéne, 2014). Kak
pe3yabTaT, Ha OCHOBE MOJIEKYJISIPHOTO TTOAX0Aa BO3-

HUKJIa HOBad IIKajia BpeMeHu. [IpndeM B oT/ImIme OT
ITAJIEOHTOJIOTUYECKUX YaCOB COBPEMEHHBIE MOJIEKY-
JIIpHBIE Yachl MPEAOCTaBISIIOT BO3MOXHOCTh JaTH-
pOBaTh COOBITHS TMBEPTEHITUM, OTHOCSIIIECS K T~
pPOKOMY ITHMalTa30HYy BpeMeH He TOJIbKO Ha (hutoreHe-
TUYECKOM, HO UM Ha TIOMYJISLIMOHHOM YpOBHE
(Arbogast et al., 2002). B coBpeMeHHOII T€HOMHOI1
3IT0XE OTKAJIMOPOBAHHBIC ITO BpeMeH! (PUIOTeHETH -
yeckue ApeBa — 3TO (pyHIaMeHTalbHasi OTIIpaBHas
TOYKA IJIST UICCIIETOBAHMS SBOTIOIH OPTaHN3MOB.

NCTOPHUA KOHUEIMONN
MOJIEKYJIAPHBIX HACOB

OmKkpoimue MOAEKYASIPHBIX YACO8

Tunoresa MOJICKYJIAPHBIX 4aCOB 3aKJII04YacTCda B
TOM, YTO CKOPOCTb HAKOIIJICHUA 3aMCH B HYKJICOTH I -
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HOIi WIM aMWHOKHUCJIOTHOM TIOC/ieoBaTeIbHOCTU
MOCTOSTHHA, U3 Yero ceayeT JUHEeHHbIN XapaKTep 3a-
BUCUMOCTU MEXIY YWUCJIOM MYTAallMOHHBIX II1aroB
(koTophle SIBISIOTCS (DyHKIUEH 4yuciaa pasauduii B
MOCJIeI0BaTEIbHOCTSIX) M BPEMEHEM JIMBEPreHIIUU
BUIOB. TepMUH “MoJeKyasspHble yachl” (molecular
evolutionary clock) obu1 mpennoxeH Llykepkanmiem
u [MommHrom B 1965 1. (Zuckerkandl, Pauling, 1965).
CpaBHUBAas MTOCIEI0BATEIbHOCTH OEIKOB (I€MOIJI0-
OWHOB) Y pa3HbIX BUIIOB, OHU TMOJYYUJIU JUHEHHYIO
3aBMCUMOCTb UMCJIa AMUHOKHUCIIOTHBIX 3aMEH OT BO3-
pacTta BUIOB, OLIEHEHHOTO IO MCKOITaeMbIM OCTaT-
KaM, U 3asBWIM O BO3MOXHOCTU MCHOJIb30BaHUS
9TOTO CBOMCTBA JJIs1 OLIEHKW BPpeMEHU TUBEPreHIIUN
Mexny Bugamu (Zuckerkandl, Pauling, 1962).

MN3yyast 3BOIOLIMIO TeMOIJTIOOMHOB Y IIPUMATOB,
Ilykepkanninp u IToJuHT OLEHUIIM BO3pPacT IUBEP-
TeHIIMY MEXIY TOPUJIJION 1 9eJIoBeKOM B 11 MuTH JieT
(Zuckerkandl, Pauling, 1962), oTMETHB, 4TO 3TO BpeMs
COOTBETCTBYET MUHMUMAJIBbHOM (CaMOii MO3aHel) Ta-
JICOHTOJIOTYECKOM gaTupoBKe (11—35 MuH JieT Ha3am).
OTU JaHHBIE, TaK Xe KaK U IPyrue MOJIEKYISIpHbIE
OLIEHKU BpeMEH TUBEPIeHIINY TOMUHOUIOB 60-X TOIOB
(Sarich, Wilson, 1967), oka3ajinch HECOBMECTUMEI C
MIPEACTABIICHUSIMU MAJIEOHTOJIOIOB O OOJILIIOM 3BO-
JIIOLIMOHHOM pa3pbiBe (MaciiTade heHOTUITMYECKOM
JIUBEPTCHIINN ) MEXIY YEJIOBEKOM U YeJI0BEKOOOpas3-
HbiMU o6e3bsiHaMu (Wilson et al., 1977). B HacTos1-
Iee BpeMs OTHOCHUTEIBbHO HEIaBHSSI ITUBEPIeHIIUS
yeJoBeKa W IIMMIIAH3€ CYUTAeTCs JOKa3aHHOI
(Easteal, Herbert, 1997; Kumar et al., 2005). Bcien 3a
pa6otamu Llykepkanmis u IToavHra mo reMoraooHam
MOSIBUJIMCH COOOILIEHUS O TIOCTOSIHCTBE CKOPOCTH 3BO-
JIIOLIMM aMUHOKUCJIOTOI IIOCJIeIOBATEeIbHOCTU 1IM-
toxpoma C (Margoliash, 1963) u ¢pubpuHOIIENTUIOB
(Doolittle, Blombéck, 1964), KkoTopsie IToKasaan, 4TO
pa3Hble 0eIK1 1 TeHbI OTIIMYAIOTCS IO CKOPOCTH 3BO-
JIIOLIUU Y IOIISPXKAIM TUTIOTE3Y MOJICKYJISIPHBIX YaCOB.

Ilykepkananb v [ToauHT mpenBuaev IMpooIeMBbl,
KOTOPBIE MOIJIM 3aTPYOHUTH IIPUMEHEHUE MOJIEKY-
JpHbIX 4acoB (Zuckerkandl, Pauling, 1962). Onu
YKa3bIBaJI Ha MMOBTOPAIOIINECH 3aMEHBI B OTHOM U
TOM € aMMWHOKMCJIOTHOM caiiTe (BKJItouasi oopar-
HBI€ MyTallin), BO3IeCTBIE €CTECTBEHHOTO OTOOpa
U BIUSIHUE padMepa Momyasiuu. MIcXomHO UX KOH-
LTS BKJII0Yajia BaXXHYIO POJIb €CTECTBEHHOTO OT-
0opa, HO MO3Xe OHU MPEANOJOKUIU, YTO “U3MEHe-
HUSI, KOTOPBIE IIPOMCXOIST C JOBOJIBHO PEryIsIpHOMI
00I11Iei CKOPOCTBIO, JOJIKHBI OBITh TAKMMU, KOTOPbIC
OTHOCHUTEILHO Maji0 M3MEHSIOT (hyHKIMOHAIbLHEIC
cBoiictBa Mojiekynbl” (Zuckerkandl, Pauling, 1965,
p. 148). Dra MTara IPEeaBOCXUIIIAET TECHYIO CBSI3b
TUITOTE3bl MOJICKYJISIpHBIX 4acoB lLlykepkaHmiss u
IMonuHra ¢ HeWTpaNmbHOW TeopHell MOJEKYISIPHOM
spomonnu Knmyper (Kimura, 1968, 1969), HeoTheM-
JIEMOM YaCThIO KOTOPO OHM CTajIU.

KYPHAJI OBILIEN BUOJIOTUU

Teopusi HelimpanbHOCMU MOACKYAAPHOU 360AI0UUU
(neutral theory of molecular evolution)

Motoo Kumypa n Tomoko Orta 00BICHWIN IIO-
CTOSTHHYIO CKOPOCTh 3aMEH aMHHOKMCIIOT B OemKax
WX HEATPAILHOCTBIO B TOM CMBICJIE, YTO 3TU 3aMEHBI
He BIUSIOT Ha TPUCIIOCOOJICHHOCTh OpraHM3Ma H,
cJIenoBaTeIbHO, He HAXOMATCS MO TaBIeHUEM OTOO-
pa (Kimura, 1968; Kimura, Ohta, 1971). IIpemioxeH-
HasT MOJIeJTb OTJIMYAJIach OT OoJiee paHHUX TEM, UTO B
npexaux moaensax (Fisher, 1936; Mayr, 1963) 60mb-
IIMHCTBO 3aMeH Mpearojarajuch 6JIaronpusiTHHIMU
(TTomamaroT T0A  ITOJOXUTEIbHBIN OTOOp), MO0
BpeaHbiMU (yHajasiioTcss orbopom). BaxHoe cien-
CTBHUE TEOPUU HEUTPAIBLHOCTU COCTOUT B TOM, UTO
CKOPOCTb, C KOTOPOM HelTpaIbHbIe MyTalluM (PUK-
CHPYIOTCS B TIOITYJISIIMK (substitution rate), mpumep-
HO paBHAa CKOPOCTU, C KOTOPOI MyTallu CITIOHTAHHO
Bo3HUKaT (Kimura, 1968). Pemrarommuii apryMeHT B
TTOJIb3Y TEOPUM HEUTPATBHOCTU — CKOPOCTb HECUHO-
HUMUYHBIX (AMUHOKHUCJIOTHBIX) 3aMeH B KOAUPYIO-
IIMX MOCJIeTOBATEIbHOCTSIX HIKE, YeM CKOPOCTh CH-
HOHMMMYHBIX (“MoJiyaiux’) 3aMeH, U CKOPOCTD 3a-
MEIICHUI B MHTPOHAX U TICEBIOTeHaX.

PasButrieM Teopuu HEHUTPAJTbHOCTU MOJICKYJISIp-
HOM 3BOJIIOLIMU CTajla TeopusI ModTu (3¢ PEKTUBHO)
HelTpanbHBIX MyTaluii (the nearly neutral theory of
molecular evolution), pa3paboranHass Orta (Ohta,
1972a, 1973). Teopusi MOYTU HEUTPaTbHBIX MyTalIUii
MpeArnoaaracT, 4TO YacTh HEWTpadbHBIX MyTalWii
UMeeT HeOOoJIbllIoe BIMSIHUE Ha IIPUCIIOCOOJECH-
HOCTb, SBJISISICH YMEPEHHO BpPEIHBIMU WIN (pexe)
YMEPEHHO MOJIE3HBIMU. B MaJIOYMCIEHHOI TTOmyJIsi-
1A, TIe oTOOp ci1ab 1o cpaBHEHMIO ¢ ApeiidoM, Ta-
KHMe MyTalluM BeOyT cebsl MpakTUYeCKU KakK Heii-
TpanbHbIe (3P PEeKTUBHO HEWTpaabHbIe). TakuM 00-
pa3oM, Ipu HU3KON 3P@PEKTUBHON YMCICHHOCTH
JIOJISI HEUTpPaJIbHBIX MYTalldili OTHOCUTEJILHO BpEI-
HBIX OKA3bIBAETCS BBIIIE Y CKOPOCTh DBOJIOLNU YBE-
JIuJyuBaeTcss. TeM He MeHee 3TO He IPOTUBOPEYUT
IMOCTOSTHCTBY CKOPOCTH 3BOJIIOLIUM B €IMHUILLY Bpe-
MeHU OJiaromapst OTPULATEIbHOM KOPPEISIIINU MEX-
Iy pa3MepoM TMOMYJISIHUM U MPOJOKUTETbHOCTHIO
>Ku3HU nokoJieHus (Ohta, 1972b, 1974).

KoHlenmusi MoJIeKyJISIpHBIX YacOB BbI3BaJla pe3-
KYyI0 KPUTUKY CO CTOPOHBI KPYITHBIX OMOJIOrOB-3BO-
JIIOLIMOHKCTOB CBOETO BpeMeHHu (Harmpumep, Steb-
bins, Lewontin, 1972; Easteal et al., 1995). JanbHeii-
IlIee HAKOIUJIEHUE SMIIMPUYECKUX JAaHHbBIX ITOKA3aJIo,
YTO TMOBEICHUE MOJIEKYJISIPHBIX 4aCOB HE COOTBET-
CTBYET B MOJHOI Mepe MOJIeJIM MOCTOSIHHOI CKOPO-
CTH — YacChl OKa3bIBaIOTCs “HeOpexXHbiMu” (“sloppy”
clock), Tak Kak mucrnepcus 9mciia reHeTUIEeCKUX pas3-
JINYWii B KOHKPETHOM BPEMEHHOM MEPUOIEC OKa3bl-
BaeTCH BhIIIIE OXKUAAEMOI UCXOMAS U3 MIPOCTOrO Myac-
coHoBckoro npoiecca (Gillespie, 1991). Teopetuue-
CKM Ha CKOPOCTb MOJICKYJISIPHOM 3BOJIIOLIMHU TOJIKHBI
BJIMSITh CKOPOCTb MYTUPOBAaHMSI, COOTHOILIIEHUE caii-
TOB Pa3JIMYHOI CEJIEKTUBHOI 3HAYMMOCTHU U (B CIIy-
Ne 1
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Jae IIOYTH HEUTpaIbHBIX MyTallMii) pa3Mep ITOmyJisi-
mu (Ohta, 2002). 3T pakTOphI pPa3IMYAIOTCS MEXKIY
BUIaMM, TeHAMU ¥ BpeMeHHbIMU niepuogamu. Hemo-
CTOSTHCTBO 4YaCOB €CTb CJICACTBUE W3MEHUYMBOCTU
CKOPOCTHU 3aM€H BHYTPU ONHOI JIMHUU U HEepaBEeH-
CTBa CKOPOCTEIi 3aMeH B pa3HbIX JIMHUAX. O0a dak-
TOpa MOPOXIAIOT OIIMOKM B MOJIEKY/ISIPHBIX HaTH-
poBkax (Bromham, Penny, 2003).

Takum oOpa3oM, yXKe BCKOpE MOCJIe MOSBICHUS
KOHIIEITIINM MOJICKYJIIPHBIX YacOB CTaJIO SICHO, YTO
YHUBepPCAJIbHBIX YaCOB HE CyILeCTBYeT. Bce najbHe-
Iee pa3BUTHUE METOMOJIOTMU OITMPAIOCh Ha TOITyIIIe-
HUE, YTO CTENEHD HEMMOCTOSIHCTBA CKOPOCTU MOJIEKY -
JIIPHOM 3BOJIOLMU MOXHO U3MEPUTh U Y4YECTb
(Bromham, Penny, 2003). 3a nociienHue 1Ba OeCATU-
JIETUSI OBLIO IIPENIIPUHATO MHOXECTBO YCUJIUI I1O
pa3paboTke MeTOI0B pabOThI C BapbUPYIOIIMMU CKO-
POCTSIMHU, YTO IIPUBEJIO K 3HAYUTEILHOMY IIPOrpeccy
B METOIaX MOJIEKY/ISIPHOIO JaTUPOBaHUSI.

CKOPOCTb MOJIEKVJIIPHOM ®BOJIIOLIMU

Bapvuposanue cxopocmu MoAeKYAAPHOU 2680410UUU
8 38UCUMOCINU OM PA3HBIX PAKMOPO8

CKOpOCTb TIOSIBJICHUSI MYTallMii 3aBUCUT OT He-
CKOJIbKUX (paKTOPOB U MO COBPEMEHHbBIM IPEICTaB-
JICHUSIM OIIpedciisieTcsi OalaHCOM MeEXIy OXHUaae-
MbIM (B OCHOBHOM HETaTMBHBLIM) BIMSHUEM CIIOH-
TaHHBIX MyTallMii HA TIPUCHOCOOJEHHOCTh C OTHOM
CTOPOHEI U 3aTpaTaMM Ha UCIIpaBJIeHUE OIIMOO0K pe-
mmkanuu ¢ apyroi (Lynch, 2010a). B pamkax atoii
KOHIIETILIMM CKOPOCTb MOJIEKYJISIPHOI 3BOIIOLIUMN HE
MOXeT OBITh MEHbIIIE ITOpOora, OIpeaeasseMoro 3d¢-
(GEKTUBHOCTHIO OTOOpa B YCIOBUSX TOM WJIN WHOM
BeJIMuMHBI npeiida (drift-barrier hypothesis; Lynch,
2010b). CHMXeH1Ee CKOPOCTH CIIOHTAaHHBIX MyTallii
opraHM3Ma MOXKET OBITb OTpPaHMYECHO OMOXUMMWYE-
CKUMU U (HUBMOJIOTUYESCKMMU 3aTpaTaMM, CBSI3aH-
HBEIMU C yIIy4llIeHreM TouyHocTHu permmkanuu (Drake
et al., 1998). UToObl OorpaHUYUTh HPUTOK BPEIHBIX
MyTallUii, OYMIIAIOIINN OTOOP MOXKET CHMKATh Ya-
CTOTY CITOHTaHHBIX MYTAllMil 3a CYET MOBBIIICHUS
TOYHOCTH perutukanuu. OIHaKO OYUIIAIOIIAIA OTOOD
MOJABJISIETCA TeHETUYECKUM ApeiipoM, ecliv TOBbI-
IIEHUE IIPUCIIOCOOIEHHOCTH OT HAJIbHEMIIIETO CHU-
XKEHUSI CKOPOCTU CITOHTAHHBIX MyTalluid B AUILIOW/I -
HOM OpraHu3Me CTaHOBUTCSI MeHbllle, yeM 1/2 Ne
(rme Ne — 3 eKTUBHAS YUCIIEHHOCTh). DTO 00BSIC-
HSIeT TOT (paKT, 9YTO BUABI C BBICOKOI Ne IOyt
(T.e. 6osee 3(HEKTUBHBIM OTOOPOM) OOBIYHO JE-
MOHCTPUPYIOT 00Jjlee HM3KYIO 4aCTOTy CIOHTAHHBIX
MyTalnii Ha TTOKOJIEHNE, YeM BUIBI C HU3KOM Ne.

CKOpOCTb 3BOJIOLUUN HYKJIEOTUIHBIX U aMUHO-
KHCJIOTHBIX TTOCIIEI0BAaTEIBHOCTEM MEHSCTCS B 3aBU-
CHMOCTH OT JIOKYCa, BDEMEHHOTO ararna3oHa U KOH-
KPETHOM (pUIOTeHeTUUECKOM JIMHUU. XOPOIIIO U3BECT-
HO M MHOTOKPATHO TTOKa3aHO, YTO Y MHOTOKJICTOYHBIX
JKMBOTHBIX YaCTOTA MYTallMii B MUTOXOHIPUATHEHOM
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T€HOME MHOTO BBIIIe, yeM B ssmepHoM (Brown et al.,
1979; Wilson et al., 1985), HanpuMep, y 4eJioBeKa U
Mbiu mpumepHo B 40 pas (Fu et al., 2013; Hardouin,
Tautz, 2013). OcoObeHHO BEJIMKM 3TU Pa3JIMUMs IS
CcMHOHUMUYHBIX 3ameH (Pesole et al., 1992). V Hace-
KOMBIX 1 MTayKOOOPa3HbBIX 3TO pa3iMure MeXIy CKO-
POCTBIO MUTOXOHIAPUAIBLHON U SINEPHON DBOTIOLMU
3HAYMUTEJIbHO HIKE, YeM Yy TT03BOHOUYHBIX (Allio et al.,
2017). BapbupoBaHue CKOPOCTU B 3aBUCUMOCTU OT
JIOKyCca MOXeT ObITb CBSI3aHO C TEM, B KaKOli CTelIeH!
JIOKYCBI HaXoJISITCS MOJI aBJIeHUEeM oTOOpa, a TakxKe
X pa3InyusIMU B ckopocTu mytupoBaHusi (Hodgk-
inson, Eyre-Walker, 2011). I1pu aHanu3e HyKJI€OTHI-
HBIX TOCJIeN0BaTEeIbHOCTEN, KaK MpaBWJIO, TPUHU-
MaeTcsl BO BHUMaHMWE BapbUpOBaHUE CKOPOCTEil B
TpeX MO3ULIUAX KOJTOHOB 0€JI0K-KOAUPYIOLIUX T€HOB
(Shapiro et al., 2006). CKopocTh MyTaliii MOXET Ba-
pbUPOBATh TakKXe B 3aBUCHMOCTU OT KOHKPETHBIX
HYKJIEOTUAOB 1 UX OKPYXKEHUSI, HAIIPUMEDP, MyTallu1
B IMTO3MH-TYaHMHOBBIX auHyKiaeoTugax (CpGQG)
MPOUCXOAAT Yalle, YEM B APYTMX NUHYKJIEOTUIAX,
YaCTUYHO U3-3a CKJIOHHOCTHU LIMTO3MHA K A€3aMUHU-
poBaHuio (Bird, 1980). Ckopocts CpG — TpG 3a-
MEH BapbUpyeT B IIMPOKUX Mpeaesiax y pa3HbIX BU-
JIOB, €CTh JaHHBIE, UTO Y YEJI0OBEKA 3Ta CKOPOCTh MO-
XeT ObITh B ~13—18 pa3 BeIllle MO CpPaBHEHUIO C
npyruM nuHykieotrugamu (Nachman, Crowell, 2000;
Kong et al., 2012). M3BecTHO, UTO YacTOTa MYTallWii
MOBBIIIIEHA B TEX YACTSAX T€HOMA, [J€ MPUCYTCTBYIOT
ropsgyre Toyku pekoMmOuHauuu (Duret, Arndt,
2008), 4yTO OTYACTH CBSI3aHO C YBEJIMYCHUEM IOIU
HUTO3WHA U TyaHuHa u KonudectBa CpG caiiToB
BCJIENCTBUE aCCUMMETPUYHON FeHHOIl KOHBEPCUU B
Mpoliecce peKOMOMHAIUK.

Cropocmb MOAEKYASAPHOIU 360M10UUU U IPghexm
epemenu eeHepayuu (longevity effect)

B nuteparype yrnomuHaeTcs iBa BapuaHTa CKOpPO-
cTHu 3BomoLMK: (1) 4MCciIo 3aMeH Ha CaiT B eIMHUILY
BpeMeHU U (2) YMUCJI0 3aMEH Ha CalT Ha MOKOJIEHUE
(Bromham, 2020; Pfeifer, 2020). Kak o6cyxnanoch
BBIIIIE, COIIACHO TEOPUM HEUTPATIbHOCTH, BOJIIOIIMS
B HEUTpaJIbHBIX caiiTax MPOUCXOOUT CO CKOPOCThIO
MyTaluii ¥, B COOTBETCTBUU C TUMOTE30M MOJIEKY-
JISIPHBIX 4YaCOB, CKOPOCTb MyTallMii OOJDKHA OBITh
OIMHAKOBA B pa3HBIX PUIeTHIECKUX TUHUSIX. OmHa-
KO Ha CaMOM JigJie CKOPOCTb 3BOJIIOLIMU CUJIBHO pa3-
JIMYAETCS MEXIY TUHUSIMU. YKe B IIePBbIX UMMYHO-
JIOTUYECKHMX padoTax II0 reMOIJIOOMHaM IIPUMAaTOB
ObLIIO MOKAa3aHO, YTO JJUMHUU € OOJIbIIEH MPOAOJIKM-
TEJIbHOCTBIO KM3HU ITOKOJICHUSI MMEIOT MEHbIIIYIO
ckopocTh 3BooLnu (Goodman, 1961, 1962). Peans-
HOCTb 3TOU MOJeNU, U3BECTHOI KakK “3ddeKT Bpe-
MEHM TeHepaluuu”’, Telepb IOATBEepXIcHAa MHOIO-
YUCJIEHHBIMU HCCISIOBAHMSIMU HA Pa3HbBIX XXHUBOT-
HbIX (Allio et al., 2017), B ToM 4uciae Ha OTULIAX
(Mooers, Harvey, 1994), 6ecnnodBoHouHbIX (Thomas
et al., 2010), a Taxke 6axkrepusix (Weller, Wu, 2015).
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B HacTos111Iee BpeMsI IIPUHSITO CYUTATh, UYTO BV -
HUE TPOAOJLKUTEIbHOCTH XXWU3HU TOKOJEHUS Ha
CKOPOCTb 3BOJIIOLIMY — HanboJiee oOueBUAHAS IIPUI -
Ha pa3jIn4us CKOPOCTEM MOJIEKYISIPHOM 3BOJIIOLINY B
pa3nubix JuHusAX (Ho, 2020). OgHako MCXOOHBIE
ytBepxkaeHus Kumypsl (Kimura, 1969) npotusope-
YUBBI: C OMHOM CTOPOHBI, CKOPOCTh BOIIOIUMN OeII-
KOB Y pa3HbIX BUIOB IIPUMEPHO OJMHAKOBA, a C ApY-
roif CTOPOHBI, TPUMEPHO OJNMHAKOBBI CKOPOCTU MY-
TUPOBaHUS GEJIKOB B IIepecyeTe Ha MOKOoJIeHe (a He
Ha EeOWHWILY BpPEMEHM), HO TIPOJOLKUTEIHLHOCTD
KIU3HU TOKOJICHUsI CWJIBHO OTJIMYAaeTCs y pPa3HBIX
KUBOTHBIX. Cam KuMypa cHavajia C4uTa, 4To CHHO-
HUMUYHBIC 3aMEHBI TPOUCXOIST C MOCTOSIHHOI CKO-
POCTBIO B IIepecyeTe Ha I'oll, YTO MOIJIO OBl CIIY:KUTh
MOATBepKACHEM Teopuu HeiiTpanbHocTH (Kimura,
1969). Ho nos:ke OH MpHU3HAaJ, YTO HEUTpaJibHasI T€O-
pusl TOJDKHA MpeacKa3blBaTh IIOCTOSSHHYIO CKOPOCTh
3aMellleHUsI He Ha Tofl, a Ha ITOKOJIeHUE, TaK KaK CKO-
POCTb 3aBUCHUT OT YMCJIA LIMKJIOB PETUIMKALIUM, U 10-
Ka3aTeJIbCTBO ITOCTOSIHCTBA 3BOJIIOLMOHHBIX M3Me-
HEHUII B €OWHUILY BpPEMEHHU INpEACTaBIsSeT coboit
“TpyaHylo 1ipobiaemy” B ero Teopuu (Kimura, 1983).

J1s1 0OBbsICHEHUS 3TOro (paKkTa MpUBIeKalach T€O-
pus 1moutu (3(pHEKTUBHO) HEUTPAJIbHBIX MYyTallUii
(Ohta, 1972a). CyTtb OOBSICHEHUSI COCTOSUIA B TOM,
YTO BUIObLI C JOJTOXMBYLIMMU ITOKOJEHUSIMU, KaK
IIPaBUJIO, UMEIOT OoJiee HU3KYIO 3(p(HEKTUBHYIO UMC-
JIEHHOCTh Tonyysiunu (Ne) u, clienoBaTebHO, IS
HUX BBIIIE HOJS YCJIOBHO HEWTPAJIbHBIX MYTAlIWii.
OIHaKO MOJHOCTBIO aAeKBaTHBEIM 3TO OOBSICHEHHE
He SIBJISIETCS, peajibHasl IPUIMHA CJIOKHE! 1 3aBUCUT
OT HECKOJIbKIX (paKTOPOB.

Bo-niepBbIX, MOJIEKYJISIpHAST 3BOJIOLIMSI HEPABHO-
MEpHA U Y JKUBOTHBIX C OOJILIIMM BpEMEHEM T'eHepa-
MM CKOPOCTb HYKJICOTUIHBIX 3aMEH MeHbIlle (Ha-
npumMmep, Nabholz et al., 2008, 2013; Welch et al.,
2008; Galtier et al., 2009), omHako 3aBUCHUMOCTH
MEXIY CKOPOCTBIO 3BOJIIOLIUU U BEJIMYUHOM, 0OpaT-
HOIf Bp€MEHU IreHepalliy OTHIOAb He JuHeliHa. Bpe-
MsI TeHepalliy OTJIMYAEeTCs Y YeJI0BeKa Y MBIIIIY ITPH-
MepHO B 40—50 pa3, a CKOpOCTb 3BOJIIOIIMU MEHEe
yem B 10 pa3 (Bromham, 2011).

Bo Bpems paboTel Kumypsl Hag kHuroit (Kimura,
1983) mpenmnosiaraaoch, 4TO MYyTallMd BO3HUKAIOT
npexnae Bcero B MoMeHT perumnkannu JIHK monoBbeix
KJIeTOK Wiu ux npeamecrBeHHUKoB (Haldane, 1947,
Miiller, 1954) 1 94TO YKCJIO LIUKJIOB ACJICHUS B IMHUU
MPEAIIECTBEHHUKOB IIOJIOBBIX KJIETOK IIPUMEPHO
OJIMHAKOBO Y OPTaHU3MOB C Pa3JIM4YHON AJIMHOM MO-
KojieHust. OmHaKoO Ternepb SICHO, YTO 3TO IOITyIIeHNIE
He BEpPHO; TaK, y YeJIOBeKa B KJIETKaX-IPEAIIeCTBEH-
HHKaX CIIepMaTO30UI0B MPOUCXOAUT B cpenHeM 400
JIeJICHUI Ha MIOKOJIEHNE, a Y CaMIIOB MBIIIIA — BCETO
62 nenenus (Bromham, 2011). CiienoBaTeslbHO, CTPOTO
00paTHOI 3aBUCUMMOCTU MEXIYy BpeMeHeM IeHepa-
I Y CKOPOCTBIO BOJIIOLINH, KaK OXKMIAJIOCh paHee,
Ha caMOM JeJie ObITh HE TOJDKHO.

KYPHAJI OBILIEN BUOJIOTUU

C apyroii cTOpoHBI, €clI GBI CKOPOCTh PeTINKa-
1IMM Ha €IMHULLY BpeMeHMU ObliIa IOCTOSTHHO, MEX Y
BpeMeHeM TeHepaluyd U CKOPOCThIO 3BOJIOLIMN BO-
o0111e He ObLIO OB cBsA3W. Ha camoM Xe mese uuciio
KJIETOYHBIX JIeJICHUII B eIUHUILY BpeMEHU OOJIbIIe Y
KOPOTKOXKUBYIIMX BUIOB, HAITPUMED, Y MBILIH (caM-
b1) 6onee 100 meneHMii B rom, a y 4eJI0BeKa BCETO
okoJjio 20 neneHuit (Bromham, 2011). OTMeTuM, 4TO
MIPUHMUMATh BO BHUMaHUE YKMCJIO LIMKJIOB JIEJICHUS U
CKOPOCTb MyTallMif HYy>KHO UMEHHO B CIIEpMAaTO30M~
Jax, a He B giflekieTkax. KpoMe TOro, ckopocthb
CITOHTAHHBIX MyTalllii HA OTHO JIeJICHUE Y KOPOTKO-
KUBYIIMX BUIOB BBIIIEC, YeM Y ITOJTOXWBYIINX, Ha-
MMPUMEDP, Y MBILIH 3TOT ITOKa3aTeIb IPUMEPHO B 3 pa-
3a BbIlIe, yeM y yenoBeka (Milholland et al., 2017).
MNmenHO >TH 1Ba pakTopa M ONpeaciIsTioT OOIBITYIO
CKOPOCTb MyTUPOBAHMSI Y KOPOTKOKMUBYIIIUX BUIOB.

EcTb 1 mpyroii, 0CcIIOXHSIOMMI 3Ty KapTUHY haK-
TOpP: HE BCE MYyTallUM BBI3BIBAIOTCS OLIMOKAMU pe-
mkanuu. Hanprumep, y MHOTMX OpTraHU3MOB LIMTO-
3MH MOXET XMUMHWYECKU MOIU(PHUIIMPOBATHCS ITyTEM
MmetwiaupoBaHus (Suzuki, Bird, 2008). OcHoBHEbIE
muineHu metunupoBanus JIHK B reHoMax — 370 111~
TO3UWHEI, 32 KOTOpLIMU cieayeT ryanuH (“CpG” mu-
IIEHN); 110 XMMUYECKMM IPpUYMHAM METUJINPOBAH-
Hble CpG cailTbl OUeHb CKJIOHHBI K MMPEBPAILCHUIO B
TpG caiitel (Bird, 1980). ITockoyibKy METUIMPOBA-
ane JJHK camo mo cebe He 3aBUCUT OT peIUIMKAIIuK
(Hanpumep, Vandiver et al., 2015), Ha MyTaumu, BbI-
3BaHHBIE METWIMPOBAHUEM, IIPOAOKUTEIBHOCTh
XKM3HMU TTOKOJEeHUsS BIUSATH He mojokHa. ITokazaHo,
YTO Yy pa3HbIX BUAOB MPUMATOB MyTallUM B caiiTax
CpG mpoucxomsiT ¢ OOUHAKOBOM CKOPOCTBIO, B TO
BpeMs KaK CKOPOCTU MyTalliii B IPYrux caiitTax Ba-
PBUPYIOT B 3aBUCHMMOCTM OT BpPEMEHHU TIeHepaluu
(Kim et al., 2006; Moorjani et al., 2016). MTak, cko-
POCTHU 3BOJIIOLIMM B pacyeTe Ha IIOKOJIEHUE 1 Ha -
HUILy BDEMEHHU CBsI3aHbI MEXIY CO0Oi CIIOKHO U He
JIMHEMHO.

Ilpuuunsl eapuabenvrocmu ckopocmeii
MONAECKYAAPHOU 380MI0UUL

OnmHuM 13 HanboJee SPKMUX MPUMEPOB 3aBUCUMO-
ctu ckopoctu mytupoBaHus JIHK ot yactoTsl pe-
IUTMKAUU SIBJIsIeTCcsI (PeHOMEH, KOTOPbIii 4acTO Ha-
3pIBaloT “male-driven evolution” miu “male-biased
mutation”. MyXcKue raMeTbl 00bIYHO TTPONU3BOISITCS
B OOJIBIIIEM KOJIMYECTBE, YeM KEHCKHUE, U MYXCKUE
raMeTbl OOBIYHO SIBIISTIOTCS TPOIYKTOM OOJIBIIETO
KOJIMYECTBA MOKOJICHUI KJIETOK, YeM KeHCKUe Tame-
TBI TOTO Xe Buaa. Takum o0pa3oM, BO MHOTHUX TaKCO-
Hax nocaenoBarenbHocTH JIHK, KoTOphIe IpoBOISIT
OoJibllle BDEMEHU Y CaMIIOB, OyIYT MPOXOAUTH OOJb-
IIIe peIIMKAllui B eIMHUILY BpEMEHU, YeM T€, KOTO-
pbIe IPOBOIST OOJIbIIIE BPEMEHU Y CAMOK, Y ITIO3TOMY
OyIyT HaKaIJUBaTh OOJbIIE OIIMOOK KOMUPOBAHMSI.
DTO OBLIO OTMEUEHO y MJICKOIIMTaIOMNX (00j1ee BbI-
CoKasl 4acToTa MyTaliuii B XxpoMocoMe Y, YeM B X) U y
Ne 1
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nTul (6oJee BEICOKAsI 4acTOTa MyTalllil B XpOMOCO-
Me Z, yeMm B xpomocome W) (Wilson Sayres, Makova,
2011). TakuMm o6pa3oM, CpemHsIsI 4acTOTa MyTalluid
IJIsl BUOA OyIeT CUJIbHO 3aBUCETh OT MyTaLlUii, TIPO-
HUCXOOSIINX Y CAMIIOB BO BpeMsI IPOU3BOACTBA TaMeT
(Gao et al., 2016).

I1pu ncnoab30BaHUM MOJIEKYJISIPHBIX YaCOB HaM-
OoJiblliee 3HAYEHNE UMEET BapbUPOBAHUE CKOPOCTEI
B pa3HBIX (pMIOreHeTMYeCKMX ANMHUSAX. OOHUM H3
BO3MOXHBIX OOBSICHEHUI CTOMKWX BUIOCTICIIMDIY-
HBIX pa3/IMuuii B CKOPOCTH MyTallUii SIBJISIETCS TO,
YTO OTHOCUTEJIbHAS “CTOMMOCTD” MyTallu pa3inda-
eTcst Mexay Bunamu. Eciiu Tak, MOXKHO OXUJIaTh, UTO
BKJIaJ B pernapainuio TakKe OydeT pazinyaTrbes, U,
clieoBaTeJIbHO, MOXHO MOMYJMpPOBaTh CPEIHION0
yactoTy Mytauii (Bromham, 2002). IToka3zaHo, 4To
noMumMo 3(p@PEKTUBHOIO pasMepa IIOIMyJISILIUU, CO
CKOPOCTBIO MOJIEKYJISIDHOM 3BOJIIOLIMM MOTYT OBITh
TECHO CBSI3aHbI pa3Mep TeHoMa, MHTEHCUBHOCTb Me-
Tabosm3Ma, pa3Mmep Teja, IVIOJOBUTOCTb U MPOAOJI-
KUTEJIbHOCTD XKN3HU.

Pa3mep resoma. PaHee ObU10 BbICKa3aHO MPEATIO-
JIOXXEHHUE, YTO YMCJIO MyTallUii 3a TIOKOJIEHUE Ha re-
HOM — BeJuM4YuHa rmoctosiHHas (ddekt Hpeiika;
Drake et al., 1998), a yacToTa MyTUpOBaHUSI 0OpaTHO
MponopiroHaabHa pa3mMepy reHoma. Ilo3mHee ObLITO
MOKAa3aHO, YTO 3TO MPaBUJIO COOTIOIAETCS A1 BUPY-
COB U 0aKkTepuii, B TO BpeMsI KaK Y MHOTOKJIETOUYHBIX
3aBUCUMOCTb TTPOTUBOITOJIOXHASI, YacTOTa MyTalluid
TeM BbIlIe, YyeM Ooublle pa3dmep reHoma (Pfeifer,
2020). YtoObl Gojiee THIATEIbHO OLIEHUTh 3Ty 3aKO-
HOMEPHOCTb B (DUJIOTEHETUUECKUX JTMHUSIX HEOOXO-
JMMO BKJIIOUEHME B MCClIeNOoBaHUs OoJiee IIMPOKOTo
Habopa BUIIOB.

NHTEeHCHBHOCTD MeTa00M3Ma M pasMep Teja.
OOBIYHO CYMTAETCSI, YTO CKOPOCTh 3BOJIIOIMU He-
MIPSIMBIM 00pa3oM, Yepe3 BpeMs FTeHepalluy U pa3Me-
pHI TeJla, CBsI3aHa ¢ MHTEHCUBHOCTBIO MeTaboIm3Ma
(ranpumep, Martin, Palumbi, 1993; Gillooly et al.,
2005). KpynHble >KMBOTHBIE M BBICOKME pPaCTCHUS
OOBIYHO MMEIOT OTHOCUTEIBbHO HU3KYI0 CKOPOCTHb
MoJieKyJsapHoit 3Bomtolu (Martin, Palumbi, 1993;
Bromham, 2002; Gillooly et al., 2005; Lanfear et al.,
2013; Barrera-Redondo et al., 2018). DTo MOXeT 00b-
SICHSITBCST, HATIPUMED, TEM, UTO OoJiee KPYITHBIE KM~
BOTHBIE UMEIOT 00Jiee HU3KUI MeTab0JIN3M, TTO3TOMY
TeHEepHUPYIOT MEHbBIIIe CBOOOMHBIX paavKaloB B eIV-
Hu1y BpemeHHn U nmotomy nx JIHK meHbiIe moBpe-
xknaercs. C mpyroit CTOpOHBI, 6oJiee KPYITHOE XXUBOT-
HOE MMeeT OOJIbIIe KIETOK U, CIIeA0BaTEeIbHO, 00JTb-
1I1e KO TeHOMa, Kaxas M3 KOTOPBIX TToABepKeHa
MyTHUpOBaHMIO. PUCK omacHOM misl SKU3HU MYTaIliu
TOJDKEH YBEJTMIMBATHCS C YBEIMYEHUEM KOJMIECTBA
TTOKOJICHWI KJIETOK, HEOOXOMUMBIX TSI CO3MAHUS Telia,
1 KOJIMYECTBA KJIETOK, HEOOXOMUMBIX B TEUEHUE pe-
MPOXYKTUBHOM XMN3HU. TaknuM oO6pa3om, BUJ ¢ 00JIb-
MM CPETHUM pa3MepoM Tejla MOXKET IoTpedoBaTh
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OOJBIIMX BJIOXEHUI B KOHTPOJb ITOBPEXICHUI
JHK unu Tounocts perutukauuu (Nunney, 1999).

OnHako yOemuTeNnbHBIX 10Ka3aTeabCTB TOTO, YTO
CKOPOCTb MOJIEKYJISIPHON 3BOJIOLIUN OOBSICHSIETCS,
HanpuMep, UMEHHO WHTEHCUBHOCTBIO METa0O0IM3-
Ma, IT0Ka MaJIo, €CJId y4eCTh €€ CBSI3b U C APYTUMU
yepramMu Ouoioruu opraHuamoB (Bromham et al.,
1996; Lanfear et al., 2007; Galtier et al., 2009). Bonee
TOTO, BIMSHUE IIPOAOKUTEIBHOCTH XXKM3HU HA MO-
JIEKYJIIPHYIO 3BOJIIOLIAIO OBIJIO OTMEYEHO Y TaKCO-
HOB, KOTOPbIE€ HE MPOSIB/ISIOT IPU3HAKOB CTAPEHUS C
Bo3zpactoMm (Hua et al., 2015). Bo3amoxHO, ypoOBeHb
penapauuu JJTHK perynupyercss 1o ypoBHSI pucka,
BO3HUKAIOLIETO M3-3a KJIECTOYHBIX METaO0OJUTOB, U
YPaBHOBEIINBAETCS CPENHEN CTOMMOCTBIO MyTalIVN.

IIponomKuTeIbHOCTD XKU3HU. [TOoKa3aHO, UTO CKO-
poctb mytupoBaHusa MTIHK y miaekomwmraromux,
TMITULL U PBIO OTIpeIeICHHO CBSI3aHA C MPOAOJIKUTETb-
HOCTBIO XXM3HU, HO 3TOTO HeJb3s1 C YBEPEHHOCTbHIO
YTBEPXIaThb MPO CKOPOCTh BBOJIOLMU SIIEPHBIX Te-
HoB (Nabholz et al., 2008; Welch et al., 2008; Galtier
etal., 2009; Hua et al., 2015). HekoTopsle ucciegoBa-
TeJIM OOBSICHSIOT 3TO HabJIIoAeHEe META00IUYECKUM
nmopexaenrneM JIHK. B pe3ynsraTe aspodHOro me-
TaboIM3Ma B MUTOXOHIPUSIX 00Pa3yroTCsl CBOOOIHbIE
panukalibl KUCJI0pOAa, KOTOPbIE MOTYT MOBPEIUTH
mosiekyabl JHK. Ecnu yminHeHue XKM3HU MTPUBOIUT
K YBEJIUUYEHUIO MPOIAOLKUTEbHOCTU U PENpOayK-
TUBHOM KM3HU, TO PUCK MYTallMU yBEJIUYUBAETCS
(Bromham, 2020).

ITnoxoBuTOCTD. JI)15T MIEKOTIUTAIOIINX W3BECTHBI
MCCIIeIOBaHMsI, YKa3bIBAIOIINE Ha CBSI3b MJIOAOBUTO-
CTH KaK CO CKOPOCTbI0O CHHOHUMUWYHBIX, TaK U HECU-
HoHMMMYHBIX 3aMeH (Welch et al., 2008), yTo MmoxkeT
OBITH CBSI3aHO C OoJIblICH 3((PEKTUBHOCTHIO OTOOPA
MPU BBICOKOW YMCIEHHOCTH IMOTOMCTBA. B 1eoM,
orpenesieHne KOHKPETHBIX 0COOEHHOCTE OMOIOTUM
BUJIA, BIUSIIOIINX HA CKOPOCTb MOJIEKYJISIPHOI1 3BO-
JIIOLIMM, — BEChMa CJI0XHas 3a7a4a, Tak Kak Bce OUo-
JJoTIecKre (haKTOPBI TECHO CKOPPEITMPOBAHBI.

Mounekyaapnas 3eonrouus u ckopocmeo
dueepcuguxayuu

C touku 3peHust Xo (Ho, 2020), cepbe3HbIe TIPO-
6J1eMBI 1711 KICITOIb30BAHUSI METOIOB MOJIEKY/ISIPHOTO
JaTUPOBAHUSI MOTYT CO3IaBaTh TpU (POPMBI U3MEHE-
HUSI CKOPOCTU HYKJICOTUIHBIX 3aMEH: B3PbIB FEHETH -
YEeCKUX M3MEHEHUI MpU COOBITUSX BHUOOOOpa3oBa-
HUs1 (IpepbhIBUCTasl 3BOJIOLIMS); pa3Hasi CKOPOCTh
9BOJIIOLIMU B TEUEHUE Pa3HBIX BPEMEHHbBIX MEPUOIOB
(3¢ dekT 3mox); CHUKEeHUEe HAOII0IaeMOK CKOPOCTU
¢ TeueHreM BpemeHu (rate decay).

Teopust npepsiBUCTOrO paBHOBecus (punctuated
equilibrium theory) ObLIa BBIIBUMHYTA B IIOIBITKE
OOBSICHUTH MPOOEBI B MTAJICOHTOJIOTUYECKON JIETO-
MMMCU, KOTOPBIE, ITO-BUIAMMOMY, XapaKTEePU3YIOTCS
JUIUTEIbHBIMU MePUOJaMM CTarHalliu, CMEHSIIOIIM -
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MUCSI OBICTPBIMHM BCIUIECKAMU MOPQOIOTHYECCKUX
nsmeHeHuit (Eldredge, Gould, 1972). BnoxHoBeH-
HBIE 3TOI Teopueil, MOJEKYISIpHBIC 3BOJIOLUOHI-
CTBhI MCKaJIN AOKA3aTeJIbCTBA IIPEPBHIBUCTOI MOJIEKY-
JIIPHOM 3BOJIONMU (BCIIBIIIECK MOJICKYJISIPHONM W3-
MEHUYUBOCTU) B CBSI3U C 3((HEKTOM OCHOBATeJsl B
cobniTrsIX BumooOpasoBanus (Webster et al., 2003;
Pagel et al., 2006). TeopeTuuecKku NOJsI TeHETUYE-
CKUX M3MEHEHUI NOJKHA KOPPEJIUPOBaTh C YMCIOM
COOBITUIT BUAOOOpa30BaHMs B KaXKI0M BETBU DBOJIIO-
HMoHHOTO ApeBa. OgHAKO IIPOCTOTE TaKMX TECTOB
MPEISITCTBYET IIpo0aeMa, M3BeCTHass Kak 3(p@eKT
IUIOTHOCTH y3710B (node-density effect), koTopas mo-
poXmaeT IaTTepH, MOAOOHBIN OXUIaeMOMY MpU
npepbiBUCTO# MoJekysipHoii aBomounu (Fitch, Be-
intema, 1990).

Bo3MoxkHbIe MeXaHU3MBI, CBSI3bIBAIOIIVE BUIO-
00pa3oBaHUE CO CKOPOCThIO MOJIEKYJISIPHOI 3BOJIIO-
1IUU, JOJKHBI MPOSIBIASTHCS TOJIBKO B CKOPOCTU HE-
CUMHOHUMUYHBIX 3amMeH (Bromham, 2020). K stum
MeXaHU3MaM OTHOCSITCS OTOOp, BJIMSIONIMI Ha MO-
JIe3HBIE 3aMeHBI, U ycKopeHne 3P(PeKTUBHO HEli-
TPAJIBLHBIX MPOLIECCOB MPU MPOXOXICHUU JAeMOTpa-
¢duueckoro kpusuca. Tem He MeHee CBSI3b MEXIY
CKOPOCTBIO TUBepCcUGUKAIIMU U CKOPOCTHIO MOJIEKY -
JIIPHOI 3BOJIIOLIMU TTPOJEMOHCTPUPOBaHA U JIJISI CU-
HOHMMMYHBIX 3amelneHuit (Lanfear et al., 2010;
Duchéne, Bromham, 2013; Bromham et al., 2015).
OnHO 13 BO3MOXHBIX OOBSICHEHUI CBSI3U CKOPOCTU
BUAI000pa30oBaHuUsl U CKOPOCTU MyTallMii (B TOM 4yucie
1 CUHOHUMUWYHBIX) COCTOUT B TOM, UTO YMEHBIIIEHUE
pa3Mmepa TMOMYyJSIUU MOXET MPUBOIUTH K CHIUXKE-
HUI0 3(hHEeKTUBHOCTU penapanuu 3a c4eT YaCTUUHO
BpEIHBbIX MyTallMii B TeHax, KOAUpywmnx dhepMeH-
Thl, OTBETCTBEHHbIE 3a penapaiuio U UCIpaBjicHUE
ommbok (proofreading) B Ipolecce peruIMKaluu
OHK (Lynch et al., 2016). OnHako KOppeJIsiLs MeX-
Iy CKOPOCThIO IUBEPCUDUKALMU U CKOPOCTbIO MO-
JIEKYJISIDHOI 3BOJIIOLMN MOXET ObITh OOBbSICHEHa U
0e3 UCMoJb30BaHUS TUIIOTE3bl MPEPBIBUCTON TeHEe-
TUYECKOM 3BOJIIOLIMM €CJIU JOIYCTUTh, YTO TMOBbI-
IIEHHasl CKOPOCTh MYTUPOBaHUS cama 1o cebe, BHe
3aBMCUMOCTU OT €€ MPUUYUH, MOXET ObITh MPENNno-
CBUIKOM JJIsI YCKOPEHHOro BuaooOpa3oBaHuUs (Ha-
MPUMEpP, uYepe3 yBeJIMYEeHUE CKOPOCTU IOSIBIEHUS
HECOBMECTHMMBIX 3aMEH B MU30JIMPOBAHHBIX MOTYJIS-
HUsIX B pamMkax mogenu JoGxkaHckoro—Meiiepa)
(Hua, Bromham, 2017). Bropas runore3a mpeamno-
YTUTEJIbHEE, MOCKOJIbKY TIpOIle OOBSCHSIET CBS3b
MEXIy BUIOBBIM Pa3HOOOpa3sHeM U CKOPOCThIO CHU-
HOHUMWYHBIX 3aMEH.

ObpamHuas 3a8UcUMocms Mexcoy OYeHKOU CKopocmu
aeonouuu u epemerem (rate decay)

Cpenm mepeurCIeHHBIX BBINIE BUINMMBIX (DOpPM
U3MEHEHUSI CKOPOCTH 3BOIIOLUY HanboJiee pacipo-
CTpaHEHHOM SIBJIsIETCS OOpaTHAas 3aBUCUMOCTh MEX-
Iy OLIEHKO#I CKOPOCTU 3BOJIIOLIIM U BpeMeHeM (rate
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decay). DTOT (heHOMEH MIPOSBISIETCS B OTCYTCTBUU
JIMHEMHOM CBSI3U MEXIY BPEMEHEM AUBEPICHIIMU U
TCHETUYECKUM PACCTOSIHUEM, YTO BHOCHUT CHUCTEMa-
TUYECKYIO OIIMOKY B OlLIEHKY BO3pacTa IMBEPrUpO-
BaBILIMX TPyII. B pe3ynbTate CKOpOCTH 3BOJIOLNU,
u3MepsieMble MeXIy BuaamMu ((puaoreHeTUIeCKue) u
B mpenenax Buaa (IOIYJISLIOHHbBIE), OKa3bIBAIOTCS
pasIMYHBIMUA. DTa TpobjieMa BO3HHUKAET, IIpEXKIe
BCETo, IpU paboTe C OBICTPO 3BOJIOLUOHUPYIOLIEH
MTAHK, a cam ¢peHOMEH 00BSICHSIETCS, KaK IPENITo-
Jlarajaoch, HAJIMYUEM TOpSTYUX TOYEK MyTUPOBaHUS U
yciaoBHO He#TpanbHbix MyTanuit (Ho et al., 2005,
2007; Henn et al., 2008). Bnusinue rate decay Ha Men-
JIEHHO 3BOJIIOLIMOHUPYIOIHE CAATHI U JIOKYChl MEHEE
3HAYUTEIIHHO.

Ha HemaBHMX BpeMeHax OLIEHKU TEMIIOB 3BOJIIO-
LM MOTYT OBITb 3aBbIILIEHBLI 3a CYET BKJIIOYEHUS
BPEIHBIX MyTallUii, KOTOphIe, KaK IpaBUJIO, yIaIsi-
IOTCSI U3 TTOMYJISIIUU OYMILAIOIIM OTOOPOM B TeUue-
HUe OoJjiee MIUTENbHBIX IlepuomoB BpemeHu (Ho
et al., 2011). HachpllieHMe HYKJICOTUIHOI ITOCJIeJOBa-
TETbHOCTU (MHOTOKpATHBIE 3aMEHBI B OMHOM CaiiTe),
Hao0OpOT, BbI3bIBAET HEJOOLIEHKY KOJINYECTBA IreHe-
TUYECKNX U3MEHEHU Ha JAJEKUX DBOITIOLIMOHHBIX
BpeMeHax (Soubrier et al., 2012).

IToCKONBKY CKOPOCTb HYKJIEOTUAHBIX 3aMEH IS
HeIaBHUX COOBITUM 3HAYNUTEIBHO BHIIIIE, YeM JJISI OT-
JAJICHHBIX, (PUIOTeHeTUUYEeCKUEe CKOPOCTH, TMOJydYeH-
HbI€ HA OCHOBE IPEBHUX KAJTMOPOBOYHBIX TOUEK, MOTYT
0Ka3aTbCs HEIIPUTOOHBIMU JJISI JATUPOBAHUSI BHYT-
PUBUAOBBIX MEXIMOIMYISIIUOHHBIX JTUBEPreHIIUIA.
CrenoBaTelbHO, OIS HAAEXKHOM KaaTUuOPOBKU 4acOB
HEOOXOIUMO MCHOJIb30BaTh HE TOJBKO OTIAJICHHEIE
COOBITUSI AVBEPreHLIMU, HO U OTHOCUTEJIbHO HelaB-
HUE, B TOM 4KCJIe TIPOU3OIIEIIIe B TUIeiicToleHe—
ronoueHe (<1—2 muaH jer). Hampumep, cCKOpocTh
dopmMoobpa3zoBaHUs ST OLIEHKM BO3pacTa TaKoro
JUXOTOMUYECKOTO COOBITHS, KaK pasieieHue Sorex
araneus/S. granarius paBHa 13.6% 3a MUJUIMOH JIET, a
U1t pasaenenus S. daphaenodon u S. araneus — 8.6%
(Bannikova et al., 2010b); mis pacuera BpeMeH OU-
BEPreHIMY MEXIY reorpadnieCKMMU ITOMYJISILUIMU
S. araneus s.Str. WCMHOJb30BAIU TOIYJISILIUOHHYIO
CKOPOCTh HYyKJICOTUIHBIX 3aMelieHuii 2L = 21—-37%,
B cpenHeM 27.8% (PacnonoBa u np., 2018; Raspopova
et al., 2020).

®deHoMeH rate decay cornacyercsi ¢ pasdHUlei
MEXIY BEICOKOM CKOPOCTBIO MYTUPOBAHUS, OLIEHN-
BaeMoOil Mo pogocCaoBHBIM (pedigree rate — cpaBHe-
HUE poauTelieil U TOTOMKOB) U MeAJIeHHOM ¢duore-
HETUYECKOM CKOPOCThIO (CpaBHeHME BUIOB) (San-
tos et al., 2005). Jloka3zaTteabCTBa CUCTEMATUIECKUX
OLIMOOK, 3aBUCSIIMX OT BPEMEHM AUBEPreHUMUN U
CBSI3aHHBIX C IIEPEHECEHNEM BPEMEHU IOITYJISILIOH-
HBIX TUBEPreHIINI Ha (DMUJIOTeHETUYECKIE TUBEPTIEeH-
LIMM 1 HAa0OOPOT, TMOJIyYeHbI [Jisl BUPDYCOB U OaKTe-
puii (Aiewsakun, Katzourakis, 2016; Duchéne et al.,
2016). dnsa gaepHbIX TeHOMOB Metazoa Takue IaH-
Ne 1
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HBbIE OTpaHWYEHBI, XOTsS IIOKa3aHO, YTO YacToTa
CIOHTAaHHBIX MYTAlLIUii BBIIIE, YeM CKOPOCTh JOJITO-
CPOUYHOM MOJIEKY/ISIPHOU 3BOJIIOLIMU, OLIEHEHHAas C
TTOMOIITBI0 (DUITOTEHETUYECKUX METOIOB (HO COBpe-
MEHHBIN YeJIOBEK — UCKJIIOUEHUE M3 ITOTO MpaBuia)
(Scally, 2016; Chintalapati, Moorjani, 2020).

deHomeH rate decay moy4uI MOATBEPKASHYE T10
pesyabratam uccnegoBanmsa naiaeo/IHK (Ho etal.,
2007; Shapiro et al., 2011). Tak, ¢pumoreHeTUYEeCK1E
CKOpPOCTH (MYTUPOBaHUsI) LIMTOXpoMa b IJisl CepbIX
TTOJIEBOK, OIICHMBAaeMBbIe IO BpeMEHH pagualiii po-
na, coctasisior okojio 10—11% (Bannikova et al.,
2010a). C apyroii CTOpOHbI, CKOPOCTHU, TTOJYyUYEHHbIE
ITyTeM aHaJIn3a reTepOXPOHHBIX CHKBEHCOB (MCKOTIa-
eMble rojoleHoBbie Microtus arvalis), 3HAUUTEIBHO
Boiie — 32.7% (Martinkova et al., 2013). K stomy
OJIM3KU CKOPOCTH, pacCUMTaHHBIC Ha OCHOBE CIICHAa-
pueB KosioHusauuu M. agrestis ceBepa EBporibl
(TreiicToleH-roIoeHOBasl rpaHuiia) — 45.7% (Her-
man et al., 2014).

Kpumuka konyenyuu rate decay

Konuenmms rate decay momBepranach aKTHMBHOI
kputuke (Hanpumep, Emerson, Hickerson, 2015).
IIpeamnonaraiock, YTO yBeIUUYEHUE OLIEHOK CKOPO-
CTH OTpakaeT He peaJbHBIN OMONIOrnYecKuii (PeHO-
MeH, a apTedakT, CBI3aHHBIN C HEJOOLICHKON poun
npenakoBoro nogumopdusma (Emerson, 2007; Peter-
son, Masel, 2009; Tuffley et al., 2012), ocodbeHHOCTE
neMorpa¢uyecKoili UCTOPUU U CTPYKTYpPUPOBAHHO-
ctu nonyasuuii (Navascues, Emerson, 2009). bsuio
II0Ka3aHO, YTO IIPY MCHOIb30BAHUM KOPOTKHUX IO-
cJIeoBaTeIbHOCTEN 1 HETaBHUX BPEMEH NTUBEPTeH-
LM (4TO YacTO ObIBAET MPU UCIIOJb30BAHUN TeTEPO-
XpOHHBIX cukBeHcoB najeo/IHK) omrleHku ckopoctu
MOTYT OBITH 3aBBIIIEHBI MHOIJA B HECKOJBKO pa3
(Debruyne, Poinar, 2009; Ho et al., 2011), T.e. cme-
IIeHHasl OlLICHKA BO3HMKAeT MMEHHO BCJICACTBUE
HM3KOoI MHPOPMaTUBHOCTH TaHHBIX. KpoMe 3TOTO,
3 HEKTUBHO HEUTpaTbHbIC TTPOLIECCHI BPSIA U MOTYT
00BsICHUTH HaOII0maeMblid MaciuTad rate decay, B vy
HEepeaJTuCTUYHOCTU TPEOYEeMBIX IJIsI 3TOTO AEMOrpa-
duueckux cueHapueB (Woodhams, 2006).

Tem He MeHee Bcs BbIlIeNIepeYrcIeHHAs KpUTHKA
CcKopee yKaspIBaeT Ha TO, 4TO (peHOMeH rate decay
00YyCJIOBJIEH COBOKYIMTHOCTBIO Pa3HBIX IPUYMH, OTHO-
CUTEJILHBINA BKJIaJ KOTOPHLIX TPEOYeT MOIOJHUTEIb-
HOTO U3y4eHUsI. DTO He MEHSET TOro (pakra, 4To Jaa-
TUPOBKM, OCHOBAaHHBIE HA MCIOJIH30BaHUM MPSIMOJIM-
HEMHBIX ITONXOI0B K aHaIM3y OBICTPO MYTHUPYIOIIMX
MOCJIeIOBATEIBHOCTE OTpaHUYCHHOI UIMHBI, 4acTO
OKa3pIBAIOTCS CyIlleCTBEeHHO cMemeHHbeiMu (Ho
etal., 2015a). /o cux mop HegOCTaTOYHO U3YYEHO
3HAYEHME OIIMOOK B OIpencIeHUU MOIEIN 3BOIIO-
UM 1 paclpeaesieHrusI CKOPOCTed M3MEHUYMBOCTU
caiitoB (Soubrier et al., 2012). Tak, He SICHO B KaKoit
crerieHu BaxkeH 3¢ ekt npucyrctsus B MTJIHK ro-
psauynx Touek MytupoBaHus (Galtier et al., 2006), mo-
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JIOXKEHUE KOTOPBIX caMOo IO cebe MOXKET 10CTATOYHO
OBICTPO MEHSITHCSI.

HcxomHo mpenronaranock, yto 3ddekT rate decay
MPOSIBJISIETCS HA OTHOCUTENIbHO HEJaBHUX BpEeMEHaXx.
OcTtaeTrcsl HESICHBIM, B KaKOIi CTeNIeHU 3TO SIBJICHUE
CBSI3aHO CO CXOIHBIM (PaKTOM 3aBUCUMOCTH OLIEHOK
CKOpOCTEel PBOTIOLNY OT BpEMEHU NTUBEPTEHIIMU Ha
BPEMEHHBIX IIIKajlax 3BOJIIOIIMOHHOIO MacliTada
(Molak, Ho, 2015). OueBuIHO, YTO CYIIECTBYIOIIHE
MOJIEJIN BOJIIOIIMU HE MOTYT aJieKBaTHO OIucaTh Xa-
paxkTep dBOJIOLIMN HEKOAWPYIOIINUX MOCIea0BaTeb-
HOCTEM NP BLICOKOM YPOBHE IMBEPTeHIIUM: IO Mepe
MPUOIMXKEHUS K HACBIIIEHUIO TPETbU MO3UIIUU KO-
noHoB MTJIHK OynyT Bce B OOJIbIIIEl CTEIIEHU HEI0-
OlLICHUBATh peajibHble YPOBHU AuBepreHuuu. OTcyT-
CTBME aJIeKBaTHBIX MOJIEJIEi 1711 OTTCaHUSI 9BOJIIOLIM U
CaliTOB, HAXOASIIMXCS TOJ CUJILHBIM OYMILAIOIIVM
oT60poM (1-e 1 2-e MO3ULIMKU KOJOHOB), BEPOSITHO,
MPUBOAUT K OTCYTCTBUIO JMHEWMHON 3aBUCUMOCTU
MEXIY CTEIEHbIO TUBEPreHIIMY 110 CUHOHUMUYHBIM
1 HECUHOHUMMYHBIM 3aMe€HaM Ha Pa3HbIX YPOBHSIX

(puc. 1).

BosHukaeT Bonpoc, KaKUM CIIOCOOOM MCITOJIb30-
Bath MTIHK mist natupoBok? BrioiiHe peaincTuaHo
MIPEAIIONOXKEeHNEe, YTO YPOBEHb IUBEPIreHIUU IIO
TPaHCBEPCUSIM TPETbUX MOJOXEHUM KomoHa (tv3)
MaJjio IoIBepXKeH BIMsSHUIO rate decay (u3-3a Men-
JIEHHOTO HACBIIIEHUS) U YIUTHIBasI TOT (paKT, 9TO Xa-
pakTep 3BOJIOLMM tv3 JIydille COOTBETCTBYET CTPO-
MM YacaM, YeM B ClIydae Ipyrux TUIIOB 3amMeH (Irwin
et al., 1991). Ecnu B aHanm3e MCIOIb3yIOTCS JaHHBIS
110 BCceM OeI0K-KOIUPYIOLIUM MUTOXOHIPHATbHBIM
reHaM, pallMOHaJIbHO MCII0/Ib30BaTh TPAHCBEPCUM B
YeThIPEXKPATHO BHIPOKICHHBIX IO3UILIMSIX, KOTOPHIE,
B OTJIMYUE OT tv3, B LIEJIOM JEMOHCTPUPYIOT OOJIb-
IIIYI0 BELIPOBHEHHOCTh CKOPOCTEM B pa3HBIX caiiTax.
CpaBHeHME IMHAMHMKM OUBEPIEHILIMM II0 pPa3HBIM
IpyIiaM 3aMeH MOXET ObITh IIPOBEIEHO C MCITOJIb30-
BaHMEM HeJIMHeHo perpeccun (HarmpuMep, Cosson
et al., 2005; Bannikova et al., 2010a, b).

MOJIEKVYJIAPHBIE YACHI
KAK MHCTPYMEHT JIA ITOJYYEHUWA
JATHUPOBOK

Memoobl MoaeKyAapHO20 0amupoBaHus —
COBPEMEHHbII SMan

HatupoBaHue COOBITUIT AUBEPreHLIMN METOIOM
MOJIEKYJISIPHBIX YACOB, WJIM IIPOCTO “MOJIEKYISIpHOE
JaTUpoBaHue” TIoApa3yMeBaeT OLEHKY BpeMEHU
pacxoxaeHUs PUIeTUYECKUX JIMHUI Ha OCHOBE aHa-
JIN3a MOJIEKYJIIPHO-TeHeTUYECKUX JaHHBIX. B HacTo-
s1ee BpeMsl MCIIOJIb30BaHUE MOJIEKYJISIDHBIX YacOB
JIJIsI JATUPOBAHMSI DBOJTIOLIMOHHBIX COOBITUIT JOBOJIb-
HO OBICTPO U 3HAYUTEIILHO MPOTPECCUPYET B CBSI3U C
POCTOM BBIYMCIUTENBHOM MOIITHOCTU (PUIOTE€HETH -
yeckux MeTogoB (Bromham, Penny, 2003; Kumar,
2005). IIpumMeyaTeabHO, YTO MPOrPecC B MCIIOIb30-
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Puc. 1. CooTHollleHUE YPOBHEN AMBEPreHIMM MUTOXOH-
IPUAILHOTO TeHOMa Soricinae mo pa3HbIM TUIIAM 3aMEH.
a — TI0 OCH abCIIMCC OTI0XEHBI TITYOUHBI y3JI0B (hujtore-
HeTmyeckoro aepeBa ML, momens CF + I' (I' = 0.43;
PAUPv. 4.0b10); mo ocu opauHaT — BCe 3aMEHbI 3-TO MO~
noxenust, moaesib GTR + I. 6 — mo ocu abcumce — To e,
4yTO Ha rpaduke @, Mo OCH OPAMHAT BCE 3aMeHbI 1-T0 U
2-1o monoxeHwust, moaeiab GTR + I + I'. B o6oux ciayyasix
perpeccusi JOCTOBepHO He JiuHeitHasi (Statistica v. 8.0,
Nonlinear estimation).

BaHUU METOJIOB MOJIEKYJISIPHOTO IaTUPOBAaHUS BO
MHOTOM CBSI3aH C YCJIOXHEHHEM MOJeNeii 3BOJIO-
UM, YTO OTJIMYAET COBPEMEHHBIE UCCIENOBAHUS OT
nx 6oJiee paHHEeTO 3Talla U IBISIETCS MaruCTpaJibHbIM
HampaBjJe€HUEM COBpPEeMEHHOM (uioreHeTnku. Mc-
clielloBaHUs B 3TOI 00J1acTU MPUBEIU K pa3paboTke
HOBBIX METOIOB pacueTa BpeMeH AUBEPreHIINU TaK-
coHoB (Heath, Moore, 2014; Ho, Duchéne, 2014;
Kumar, Hedges, 2016). [Ipexne Bcero, K HUM OTHO-
CATCSI METOBI, TO3BOJISTIONINE CIIPABUTHLCS C BapUa-
LUSIMU CKOPOCTH 3BOJIIOLIUU HE TOJILKO MEXIy re-
HaMHW, HO U MEXIY JUHUSIMHU, T.€. METOIbI HECTPO-
rux yacoB (Hasegawa et al., 1989; Sanderson, 1997,
2002; Thorne et al., 1998).

Jlpyroit pakTop — yBeIMUeHNe 00beMa TOCTYITHBIX
JIJIST aHaIM3a JAHHBIX, YTO B COYETAHUM C aAeKBaTHBI-
MU MOIEISIMU SBOJIOLNU HYKJICOTUIHBIX ITOCIIEIO-

KYPHAJI OBILIEN BUOJIOTUU

BaTeJIbHOCTEM MPUBOAUT K YMEHBIICHUIO TOBEPH-
TeJIbHBIX WHTEPBAJIOB U, CJIedOBaTeJbHO, K OoJjiee
TOYHBIM OLIEHKAM BO3pacTa y3JI0B BETBJIEHUS U CKO-
pocteit aBomonuu (Tajima, 1993; Bromham et al.,
2000; Kumar, 2005; Reis et al., 2015). Hakone1, Bax-
HYIO POJIb UTPAET Pa3BUTHUE PA3HOOOPA3HBIX MOIXO-
OB K HCITOJIb30BaHMUIO KAJIMOPOBOYHOM MHMOpMa-
LIUU — GoJiee TIOJIHOE UCITOJIb30BaHUE TTIOCTOSTHHO U
OBICTPO PACTYIIETO OObeMa IAJIEOHTOJIOTUYECKUX
manHbix (Kumar, 2005; Reis et al., 2015).

OcHo6Hble NPUHUUNDL NOAYHEHUS
MOAEKYAAPHBIX 0aMUPOBOK

OCHOBHBIE 3Tambl IIPOLICAYPHI MOJTYIECHUS MOJIe-
KYJISIPHBIX TaTUPOBOK IIPEACTaBJICHEI Ha cxeMe (puc. 2)
1 cOCTOSAT B cienymwoiieM: (1) pazdbueHne faHHBIX Ha
NapTULAU U IIoJIyYyeHre (UIIOreHeTUIECKOro apeBa
10 BEIOpAaHHBIM TeHaM, (2) IIpoBepKa 9acoB: TECT HA
pPaBEeHCTBO CKOpocTeit, (3) mogdoop Moae I YacoB IJIsI
Kaxnoi maptuuuy (reHa WiId TPyInbl TeHoB), (4) B
ciiygae oOpamneHus K cBobogHbiM 4dacam (Relaxed
clock), BbIOOp CKOppeIMpPOBaHHBIX WJIM HECKOppe-
JIMPOBAHHBIX YacoB, (5) KaIuGpoBKa Jacos, (6) Imo-
JIydeHHe OTHOCHUTEJIBHBIX M aOCOJIOTHBIX BpPEMEH,
TOCTpOEeHHE XpOoHOTrpaMMbl. PaccMoTpum Ooliee mo-
IpoOHO HanboJjee CIOXHBIE U3 3TUX 3TAIOB U 00Cy-
M BO3MOKHBIE OIIINOKH.

IMpouenype naTupoBaHUS IIPEAIIECTBYET BHIOOP U
CEeKBEHMpPOBAHUE TE€HOB, HA OCHOBE KOTOPBIX OyIeT
IIPOBOAUTLCS AATUPOBaHUE. DTU JIOKYCHI JTOJKHBI
OBITh JOCTATOYHO MH(MOPMATUBHEI, HO HE HACKIIIE-
aeI. Hanmpumep, MmTAHK Ha BBICOKMX YpPOBHSIX IHM-
BEpPreHILMM YacTo JaeT CMEIleHHbIE OLIEHKA BpeMEH
(Phillips et al., 2009; Brandley et al., 2011; Bannikova
et al., 2014; Dornburg et al., 2014). Iloatomy 11pu
YPOBHE CXOICTBAa MMTOXOHJIPHAJIbHBIX IOCIEIOBa-
TeJlbHOCTEl MeHee 85% MbI He PEKOMEHIyeM WC-
nonb3oBaTh MTIHK m3-3a odyeBMIHOTO CHMIBHOTO
HaCBIIIEHUs, KOTOPOE HE KOMITEHCUPYETCSI CyIle-
CTBYIOIIUMHU MOZAEISIMU SBOJTIOLIVMN.

ITocne monbopa Moaeneit 3BOJIOLMU T'€HOB IO
UMeIoIEeMycst Habopy JaHHBIX CTPOUTCS (PUIOTeHEe-
TUUYECKOE NIPEeBO. XOTs PsAd METOIOB (CM. HUXE)
MO3BOJISIET OAHOBPEMEHHO MOJYYUTh TOIIOJOTUIO U
OLICHUTH BpeMeHa AUBEPreHIINI, HO JIyJllle CHaJaia
MMOJIYYUTh OLIEHKY TOIIOJIOTUU, HE3aBUCSIILYIO OT 10-
MyLIEHU O XapaKTepe U3MEHEHUsI CKOPOCTU 3BO-
monuu. BaxkHo BEIOpaATh MIPaBUIILHYIO MOJIETb 3BO-
JTIIOLIAH, a TI0CJIe PTOTO ITPaBUJIBHO pa30ouTh HabOp
JaHHbIX Ha IMMapTULUU (T.C. BbIACJINUTD I'PYIILI ITO-
CIIeIOBAaTEABHOCTEN CO CXOMHBIM XapaKTepOM 3BO-
JIIOLINN).

Janee IIpoBOAST IIPOBEPKY MOJIEKYJISIPHBIX YaCOB.
HMcxomHass rumoTe3a IIpeariojiaraeT, 4ro CKOPOCTHU
MOJIEKYJISIPHOI BOIIOLIUY ITOCTOSIHHBI [1J151 BCeX (pu-
JIETUYECKUX JIMHUI W BO BpeMeHU (MOIeIb CTPOTUX
yacoB). Eciu 3T0 Tak, TO BCe BETBU (DUJIOTCHETHUYE-
Ne 1
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INomyyeHue Tomosoruu

5

3u4d

Kanuoposka yacos
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Doccunuu 3aaa10T
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TpaHUILy
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Puc. 2. Cxema 1ojiydeHUs: MOJIEKY/ISIPHBIX TaTUPOBOK.

CKOTO JIpeBa MOXHO OXapaKTepu30BaTh C IIOMOIIbIO
eIUHOM olLleHKU. J1JIsT MpoBepKU COOITIONEHMIS YacoB
MIPOBOIUTCS TECT OTHOCUTENIBHBIX cKopocTeil (Relative
Rate Test, RRT; Wu, Li, 1985; Tajima, 1993) unu tect
otHomeHuss npasmonomodous (Likelihood Relative
Test, LRT; Felsenstein, 1981). TecT oTHOCUTEIbLHBIX
ckopocrteil TamkKuMbl TIPUMEHUM JJIsI CpaBHEHUS
JIBYX KOHKPETHBIX TPYIIII U B HACTOSIIEE BpeMsl B
3HAYUTEJIBHOM CTEIIEHU BBITECHEH METOIaMM, I103-
BOJISTIOIIIIMM IIPOBEPSITH TETEPOreHHOCTh CKOPOCTE
MEXAy JIMHUSMU IO BCEMY (UIOTe€HETHIECKOMY
npeBy, TakumMu Kak LRT.

INepeunciieHHBIE BHIIIE TECThI PABEHCTBA CKOPO-
cTeil Ha JOpeBe OPMEHTUPOBAHBI TOIHLKO Ha OYEHB
JIJIMHHBIE TTOCJIEN0BATEIbHOCTH, a B CJydae HeJoCTa-
TOYHOM ITJIMHBI BEIPABHUBAHUS U/UIUA TEHOB C HU3-
KO M3MEHYMBOCTBIO, UX WCIIOJB30BAHUE MOXKET
MIPUBECTU K HEJOOLEHKE BapbUPOBaHUSI CKOPOCTE
U olMOKe B oIpedeieHUuM maTupoBoK (Bromham
et al., 2000). B pamkax 6aiieCOBCKOro momaxoja Impo-
BEPKY COOTBETCTBMSI CTPOTMM YacaM MOXKHO ITPOBO-
IUTh ITyTeM BbiuuciacHust baitec-pakTopoB, omHako
STOT METOJI TPeOyeT CYyIeCTBEHHBIX BpEMEHHBIX 3a-
Tpar.

B mpocreiimem ciydae, ecii MOCTOSTHCTBO CKO-
POCTH He OTBEpPraercsi, TO He COCTaBJISIET TPYAa BbI-
YUCJINTh BpeMsl IUBEPIreHIIMU TAKCOHOB 1O (popmyJie
Tij = a’,-j/2r, rne d — OXUIAeMOE YMCIO 3aMELIeHUI
(reHeTUYECKMUE OUCTAaHLIMM). [IJIs 3TOro Hajao Mo na-
JICOHTOJIOTUYECKMM (MU OuoreorpadrUyecKuM)
JIaHHBIM OIIPEIeNINTh BpeMsl ITUBEPITeHIINN XOTSI ObI
JUUTSI OMHOM Mapbl TAKCOHOB (7};) U HAa OCHOBaHWUU 3TO-

XYPHAJI OBIIIEM BUOJIOTUM  Tom 83 Ne 1

2022

ro TOJyYUTh OLIEHKY cKopoctu r = dy/2T,. Ilocne
9TOTO MOXHO BBIYMCIMUTb OLIEHKW BpeMeH ISt
OCTaJIbHBIX AUBepreHunii. Micronb3ys 3T npocreii-
e GopMysibl Wi paBHo3HauHyo T; = Tyd,/d,,
clieayeT TIOMHUTh, YTO IMOJIydaeMoOe OTHOIIeHUE —
9TO CMellleHHas (3aBblllIEeHHAasl) OlleHKa, MpuYem
pa3Mep CMeUIeHUsI TeM OOJIbIIle, YeM OOJIbIlle OTHO-
cuTesibHas olrbKa (Koa@UIIMEeHT Bapualun) misi
d, (Nei et al., 2001; Rodriguez-Trelles et al., 2002).
ITosToMy, KammOpyst 4ackl HA OCHOBAHHWU TOCJIEIO-
BaTEJILHOCTU C MaJIbIM YMCJIOM 3aMEH, MBI PUCKYEM
MOJYYUTH 3aBbIIIIEHHbIE OLIEHKU BpEMEH.

Ecnu ncnonb3yiorcst OTaebHbIC TeHbI (MU KOH-
KaTeHUPOBaHHBIE MOCIEA0BATEILHOCTH), TO OLIEHH -
BaeTcs BpeMsl AUBEPreHIINHN aJijiesieii, a He TAKCOHOB,
MO3TOMY HEOOXOAMMO CIIeJIaTh IMOTPAaBKY Ha MPEIKO-
BBl moaumopdusM. Ecnu gatnpoBaHue NMPOU3BO-
IUTCS MO KOHKATEHMPOBAHHOM IMOCIEHOBATEIbLHO-
CTH, TO BpeMeHaM Y3JI0B Ha OpeBe COOTBETCTBYIOT
CpeoHUEe BpeMeHa pacXOoXIeHUs ajlielieil, a He co0-
CTBEHHO TaKCOHOB. B oTcyTCTBHME TMOpUIU3AIINN 3TU
BpeMeHa AMBEPreHLIY ajljiesieii cTapliie, 4eM BpemMe-
Ha IUBEPreHLIMY TAKCOHOB. DTOT (PaKTOp BaXKHO Y4U-
TBIBaTh IIPY aHAJIM3Ee JUBEPIeHIINN OJIN3KUX BUIOB.

Mogeid CTpPOrHX 4YacoB. DTH MOACIU OOBIYHO
TONXONAT IS HEWTyOOKMX (PMITIOTEHUI OJM3KOPOI-
CTBEHHbIX BUIOB U TIOIYJISILIUI B COCTaBE OMHOIO BUIA,
IJIe BapbUPOBaHME CKOPOCTU MOJIEKYJIIPHOM 3BOJIIO-
nuu Hebombinoe (Brown, Yang, 2011), Harpumep, ec-
JIV pa3HULIa MEXIY TTOCIeI0BaTeIbHOCTSIMIA COCTaB-
nsieT MeHee 5% (Zhu, 2020). Ho aTo mpenmnonoxeHue
MaJjio PeaIMCTUYHO MPU CpaBHEHUU HAJCKMX BUIOB
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(Langley, Fitch, 1974; Yoder, Yang, 2000; Hasegawa
et al., 2003). TemM He MeHee, €C/IM CTPOTUe Yachl Bbl-
MOJTHSIIOTCSI, JIyYIlle MCIIOJIb30BaTh UX, YEM METOIbI,
JIOMyCKalolllie BapbUpPOBAaHUE CKOPOCTEi, TaK Kak
OIIIMOKAa JAaTUPOBKU B BTOM ciiydyae OyIeT MeEHBbIIIe
(Brown, Yang, 2011).

Yto genarh, eCiv MOAEIb CTPOTUX YaCOB OTBEPT-
HyTa? Ecnm Kakoi-1mdo TaKCOH CHJIBHO OTKJIOHSIETCS
OT OCTaJIbHBIX [0 CKOPOCTU 3BOJIOLMU, IPOCTEHALLIAIA
BBIXOJ, U3 TIOJIOXKEHUST — 3TO UCKIIOYUTH €ro U3 aHa-
mm3a (Takezaki et al., 1995; Hedges, Kumar, 2003).
Haxkonen, s ydyeTa HEOOTHOPOMHOCTU CKOpOCTEit
(MOJIEKYISIpHOI 3BOIOLMN) Ha (PUITOTEHETUUECKOM
JIpeBe MPeIIararoTCs pa3IMIHbIE MOIEIN MOJIEKYIISIp-
HBIX 4acoB. DTH MOJIEIM IIPUMEPHO COOTBETCTBYIOT
JIBYM THUIIaM: T€, KOTOPbIE JOITYCKAIOT BCETO HECKOJIBKO
M3MEHEHMIA CKOPOCTH 3BOJIIOLIMU IIOCIEHOBATEILHO-
CTeid, HO pa3JINuMsI MEXAY HUMU CYILIECTBEHHbIE, U T€,
KOTOpbIE MPEAIoaraloT MHOXECTBO pa3HbIX CKOPO-
CTeli, OTHOCUTEJIbHO Maji0 OTIMYAIOIIMXCS IPYTr OT
npyra (Welch, Bromham, 2005). B nepBom ciyuyae
MOJIEKYJISIPHBIX CKOPOCTE OOBIYHO HAMHOT'O MEHb-
1IIe, YeM BETBEI Ha IpeBe.

JlokanbHble Yyacel. MeToauKa, 3aK/I04alonasics B
HCIIOJIb30BaHUM HEOOJIBIIIOTO YKMCJIa pa3HbIX CKOPO-
cTeil 9BOJIIOLIMU IJIS1 pa3HBIX YUYaCTKOB JIpeBa, MOIy-
yuja Ha3BaHue “JokajabHbIX yacoB” (Local Clock) u
BKJIIOYAET Pa3HOOOpa3HbIE aJITOPUTMBI MHOTOCKO-
pocTHBIX YacoB (“multi-rate” clocks) (063opsl: Ku-
mar, 2005; Welch, Bromham, 2005; Ho, Duchéne,
2014; Bromham et al., 2018). B Takux Mmoneisix Bax-
HOM 3amayeil SBJISETCS OIPEICIEeHUE KOJMYeCTBa
CKOpPOCTEI 3BOJIIOLIMM U YYACTKOB Ha IpeBe, K KOTO-
PBIM OTHOCSITCSI 3TU CKOpPOCTHU. JIsT 3TOrO B paMKax
MeTOoJla MaKCUMAJIbHOTO MPaBAOIoa00UsT UCTIOIb3Y-
1otcs MHOXecTBeHHBIe TecThl RRT u LRT. OTa npo-
Heaypa He Bcerma IpUBOIUT K OMTHO3ZHAYHBIM Pe3YJIb-
tataM (Bromham et al., 1998). Eciu yuacTkoB aepeBa
C pa3HBIMU “JIOKAJIbHBIMM 4YacaMM’ OKa3bIBaeTCS
CJIMIIIKOM MHOIO, METOH CTAaHOBHMTCS HEIPUMEHU-
MbIM (Rannala, 2002; Felsenstein, 2004).

Tem He MeHee 0Ka3ajloCh BO3MOXHBIM YCITEIITHO
peaan30BaTh METOI JIOKAJIbHBIX YaCOB B paMKax Oaii-
€COBCKOM CTaTUCTUKM, [Ie WCITOJIB3YIOTCSI METOIBI
CIIyJyalfHBIX JIOKAJIBHBIX YacoB (random local clock,
RLC; Drummond, Suchard, 2010, naketr BEAST) u
npouecc Hdupuxie (Dirichlet process prior, DPP-R;
Heath et al., 2012, nporpamma DPPDiv). 3necsk pe-
3yJIbTAaT COOTBETCTBYET HE EIMHCTBEHHOMY OITH-
MaJIbHOMY Habopy CKOpPOCTENi 1S BETBEM, a arocTe-
PUOPHOMY paCIpEeACICHUIO YMCa JIOKAJbHBIX Ya-
COB, UX CKOPOCTEM U IIOJIOXEHUSI COOBITHMII CMEH
OIHMX YaCOB APYTMMU Ha JApeBe.

Cro0oaubie yacel. CTporue 4achl Ijisl BCEro ApeBa
U HE3aBUCHMbIE CKOPOCTH JUISI KaXKIOU BETBU JpeBa —
3TO JBE KpalfHOCTU, KOTOPhIE B pealbHOM 3BOJIIOLIM-
OHHOM TIpoliecce MajoBePOsITHBI. bojiee BeposITHO,
YTO BapbUPOBaHME CKOPOCTU MOJIEKYJISIPHOI 3BOJIIO-
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LIMM OrPaHUYEHO KaKOi-TMOO0 3aKOHOMEPHOCTHIO,
HaIIpUMepP, CKOPOCTHU B JIUHUSIX IIPETKOB—ITOTOMKOB
OoJiee CXOOHHBI, YeM B oTaajaeHHBIX BeTBsX (Gillespie,
1991). ITosTtomy Gonee 3(ppeKTUBHBIII MO CpaBHE-
HUIO C JIOKAJbHBIMU YacaMU TTOAXOMI COCTOUT B TOM,
4TOOBI MOIEIMPOBATh U3MEHEHNE CKOPOCTU Ha (pu-
JnoreHetndeckoM apese (Sanderson, 1997; Huelsen-
beck et al., 2000; Kishino et al., 2001).

B Hacrosiiiee BpeMsi IIMPOKO MCIOJB3YETCS MO-
nenb “cBobomHbix” 4vacoB (Relaxed clock; Drum-
mond et al., 2006). DToT MeTOI TaTUPOBOK AOITYCKa-
€T BapbUPOBaHNE CKOPOCTU IBOJIIOLIMHU JJIsI KaXKI0TO
reHa oOIlEeil MOCIIeIOBATEIbHOCTU U KaXIOW BETBU
duroreHeT4eckoro aApena. [IpuMeHeHMe 3TOTO Me-
Toda 0COOEHHO 3((EKTUBHO IIPU MCIIOJIb30BaHUU
HECKOJIBKUX KaJTUOPOBOK, TaK KaK MPU STOM JIydllle
OLICHMBAETCSI U3MEHEHME CKOPOCTU MEXIY BETBIMU
apesa (Thorne et al., 1998; Sanderson, 2003). Beibop
MOJIEJI CKOPOCTU — OYEHBb BaXKHBIN 1T Mepel TEM,
KakK MPUCTYNUTh K OLIEHKE BPEeMEH IUBEPTCHLIUIA.
JBe OCHOBHBIE MOJIEJIM CBOOOIHBIX YACOB — 3TO YaChl
C aBTOKOppelsinmein ckopocteil (autocorrelated
branch-rate, ABR) u yacel 0e3 Koppeasaiuu, T.€. C
He3aBUCUMBIMU cKopocTsMmu (independent branch-
rate, IBR) (Thorne et al., 1998; Kishino et al., 2001;
Drummond et al., 2006; Lepage et al., 2006; Rannala,
Yang, 2007; Ho, 2009; Ho, Duchéne, 2014).

B nepBoMm ciaydae oxXumaeTcsi, 9TO CKOPOCTU B CO-
CEIHUX BETBIX IpeBa OTHOCUTEIILHO CXOIHBI;, BO BTO-
pOM — CKOPOCTH BCeX BeTBeil ApeBa pacIlipelnesieHbl
eIMHOOOpa3HO (PKCHOHEHIUAIBHO, JOTHOPMAaJIbHO
U T.J.), HO KOPPESLIUU CKOPOCTEM B COCETHUX BET-
BsIX HeT. B 000oux cirygastx MoaempyIoTcst 100 cpel-
HIE CKOPOCTH Ha BETBb, JINOO CKOPOCTH B y3/1aX ApeBa.
HanGonee mpuHATHIN BapUaHT MOJEIN C aBTOKOPpE-
gsiumert (Thorne et al., 1998) skBuBajieHTEeH MOAEIU
reOMETPUUECKOTO OPOYHOBCKOIO IBIVIKEHWS, IPU
5TOM JiorapudM CKOPOCTH B y3Jie-TIOTOMKe R; pac-
MpeaeacH HOPMaIbHO ¢ MAaTeMaTUUECKUM OXUAAHU-
eM log (R,) u nucriepcueii 62 X t, tae R, — CKOPOCTh B
MPEIKOBOM y3JIe, ¢ — TPOTSKEHHOCTh BPEMEHHOTO
uHTepBana Mexay yaiamu 0 u 1, a 62 — KOHCTaHTa,
oTpaxarolllasi OTHOCUTEbHYIO CKOPOCTb U3MEHEHUSI
CKOPOCTMU.

IlepBoit MoOmEeNMM COOTBETCTBYET OTHOCHUTEIHHO
MeUIeHHasI, HO He OTpaHUYeHHAass HUKaKUMU TIpee-
JIJaMM, DBOJIIOLIMSI CKOPOCTU U3MEHEHMII B HYKJIEO-
THIHOHN MMOCIIenT0BaTeIbHOCTA. DTOT TIPUHIIUI TTOI-
XOOUT ISl W3yYeHUs] OMU3KOPOICTBEHHBIX BUIOB
(Ho, 2009). HepeanucTUYHOCTh 3TOM MOAEIN — B OT-
CYTCTBUHM CTAIIMOHAPHOTO pacIIpeneIeH s, 9TO TIPH-
BOJIUT K TOMY, YTO CKOPOCTb MOXKET JOCTUTATh OUYEHb
OOJIbIINX 3HAYEHUIA.

B Momenn HecKoppearpoOBaHHBIX 4YaCOB YaCTOTHI
BBIOMPAIOTCS U3 CTATUCTUYECKOrO pacHpeneeHUs 1
He 3aBHCIT OT 3HAYCeHMI Ha COCEIHMX BETBSIX
(Drummond et al., 2006; Rannala, Yang, 2007). Dra
MOJEIb OCMBICJICHHA, KOIJa CKOPOCTU HYKJICOTUII-
Ne 1
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HBIX 3aMEH MEHSIOTCSI OTHOCUTEIBHO OBICTPO, HO
MMEIOT OrpaHUYEeHUs U/WUJIN BapbUPYIOT BOKPYT He-
Koro ontuMyma. HepealmcTUUYHOCTh 3TOM MOIenIu
3aKJTI0YAeTCd B TOM, YTO JTaXKe B COCETHUX KOPOTKUX
BETBSIX CKOPOCTb MOXET ObITh CTOJIb K€ Pa3HOM, YTO
1 B manbHMX. OTMeYaeTcs TaKKe 3aBUCUMOCTH pe-
3yJabTaTa OT YKCJIa TaKCOHOB B aHamm3e (Guindon,
2020).

B xauecTBe Oosiee peaTuCTUYHBIX MOAECIICH TTpe-
JIaraJioch MCIIOJb30BaTh Ipolecchl OpHINTeiHA—
Vnen6eka (Aris-Brosou, Yang, 2002; Reis et al., 2016)
u Kokca—HMHurepcomta—Pocca (Lepage et al., 2006),
KOTOphIE C ONHOI CTOPOHBI IIPEANojaraloT cylle-
CTBOBaHUE 3HAUYUTENIbHOI CTOXaCTUYECKO KOMIIO-
HEHTBI B 9BOJIIOLIMY CKOPOCTH HYKJICOTUIHBIX 3aMEH, a
C NIpyroii — CylIecTBOBaHME HEKOIl “ONTMMabHOM”
CKOpPOCTH, KOTopas SBJISIETCI MaTeMaTU4eCKUM
OXHJaHWEM CTallMOHApHOTO pacripeneneHus. Oue-
BUIHO, 4TO IIPU HeOOJBIINX BpeMeHax IIpolecc 0y-
JIeT CXOJEH C aBTOKOPPEISLIMOHHOM MOIIEIIbIO, a TPU
OOJIBIIMX — C MOJIEJIbI0O HE3aBUCUMBIX CKOPOCTEIA.
HenaBHo Gbuia mpejioXeHa ellle ogHa, IToKa Majo
HCCeA0BaHHAsI, MOACIb HECTPOTUX YaCOB, COTIIACHO
KOTOPOIi BapMallMM CKOPOCTU CBSI3aHbl MCKIIOUM-
TEJILHO C PE3KUMM YCKOPEHUSIMHA B MOMEHT TUBEPCHU-
duKamuu, 4TO MPEACTABISIET COOOM SBOIIOLIVIO 110
TUIy TIpepbIBUCTOTO paBHoBecus (Manceau et al.,
2020).

Br16op Monenu 1 npencrapisieT coO00i CIIOXKHYIO
3amady, M 3aMETHO BJIMSIET Ha pe3ynbTar. Breidoop
MOXKHO OCYIIECTBJISITh C TToMoIIbIo baitec-pakTopoB
(Bayesi factor, BF), HO 4yBCTBUTEIIBHOCTh 3TOTO Me-
toma HeBbicoka (Ho et al., 2015a). Tem He MeHee pe-
3yJIbTaThl TECTOB Yallle COMIACYIOTCSI C TMpeacTaBie-
HYEM, YTO JOMUHUPYIOIIUM TMaTTePHOM B MOJIEKY-
JIIpHOW (pUJIOTEeHETUKE Ppa3IMUYHBbIX TPYyMIl BUIOB
SBJISIETCS aBTOKOPPEJSILUS CKOPOCTE BETBJICHUI
(manpumep, Tao et al., 2019).

OmnpeneneHne NMAPTHIMIA A1 T€HOB CO CXOIHbIMH
Mozaeaavu 9acoB. [Ipenmosaraercs, YTO CyIIECTBYIOT
IPYINBl JIOKYCOB, B TIpeaeiaX KOTOPBIX CKOPOCTHU
SBOJIIOLIMN M3MEHSIIOTCSI CXOIHBIM O00pa3oM, U IO-
3TOMY K HUM NPUMEHUMBI OOHU 1 T€ XK€ MOJIEIN He-
crporux 4yacoB. Iloka3zaHo, 4To cxema pa3OHUeHUs
JaHHBIX Ha TApPTULMKA MOXET CWJIbHO BIUSATH Ha
oneHku BpeMmeH (Angelis et al., 2018). Eciu onuH u
TOT e Ha0Op JaHHBIX OyJeT aAeKBaTHO pasjiejicH Ha
OoJIblllee KOJIMYECTBO IMAPTULIMI, OLICHKM BPEeMEHU
craHyT Oojiee TouHbIMU (Zhu, 2020). YTtoOB1 130e-
XaTh OOJIBLIMX 3aTpaT Ha BbluucieHus (depe3 BF)
MOXHO HCHOJb30BaTh, HAIpUMEpP, aJArOPUTMbI IS
pas3nelieHUsT Ha TapTULIMM, OpuMeHseMble B ML
(Maximum Likelihood) ananuze: Partitionfinder
(Lanfear et al., 2017), Modelfinder (Kalyaanamoor-
thy et al., 2017). Ipyroii (6onee OBICTPHINA U MEHEe
CTPOTUIT) BapUaHT — aJITOPUTMBI HA OCHOBE KJIacTe-
pu3aluy JUIMH BeTBeli TeHHbIX AepeBbeB — ClockstaR
u cxogHble Metoabl (Duchéne et al., 2014, 2016).
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Hcnoavzosanue b6aitecoéckux nooxodoé
0415 NOAYHEHUSI MOACKYAAPHBIX 0aMUPOBOK

MeTonpl 0alfieCOBCKOI CTATUCTUKM BIIEPBBIC OBI-
JIM BBelleHbI B 00uxon ¢prtoreHeTuku B 1990-x rogax
¥ OBICTPO HabOpaiu MoIyasapHOCTb. OHU UCIIONb3Y-
JoTCs B (pmmoreHeTnKe 1 (prmoreorpadum s onpe-
JeJIeHUsI BUIOBBIX T'PAaHUIl, U3MEPEHUS TTOMYJISILIM-
OHHBIX ITapaMeTPOB (MIOTOKA FTEHOB MEXAY BUAAMU) U
OLIEHKY BPEMEHU IUBEPreHIINN.

OcHoBHas 1ienb 0aiieCOBCKOU (PMIOTeHETUKN —
OLIEHUTb pacripe/ieJieHUe TeX PBOJIOLMOHHBIX Mapa-
METPOB, TIPU KOTOPBIX C BICOKOI BEPOSTHOCTBIO Te-
HepupyeTcsl vMccieayeMblii Habop JaHHBIX. B yucio
MPENCTABJISIONIMX UHTEPEC MapaMeETPOB MOTYT BXO-
JIIUTb TOTIOJIOTUS APeBa, a TaKXKe TTyOUHbBI Y3JI0B, KO-
TOPBIM COOTBETCTBYIOT BpeMeHa auBepreHuuu. Oc-
HOBHO€ JOCTOMHCTBO 0aileCOBCKUX METOJOB — BO3-
MOXHOCTb 3(M(EKTUBHOU padOThl CO CIOXHBIMU
MOJIeJISIMU C OOJIBIIIUM KOJIMYECTBOM MMapaMeTPOB —
BO3MOXHOCTb TMOKO YYMTBHIBaTh UCXOJIHYIO HEOMNpe-
JIeJIEHHOCTh B 3HAYeHU Y ITapaMeTpoOB, HalIpuMep, Ka-
JIMOPOBOYHYIO MHGpOpMauio B (¢GopMe arpruOpPHOTO
pacnpeneneHus. Kak pe3yabraT, Ha BbIXOJ€ MbI T10-
JlydaeM aroCcTepUOPHYIO OLIEHKY IMapaMeTpoB C yye-
TOM ero pa3bpoca (B ¢opme nHTepBajia 06JacTy BbI-
COKOW MJIOTHOCTU allOCTEPUOPHOIO pachpeaeaeHust
BeposiTHOCTH — high posterior density, HPD) (Drum-
mond et al., 2006; Yang, Rannala, 2006; Ronquist
et al., 2012).

JIBe OCHOBHBIE€ MOJIEJIM CBOOOMIHBIX YaCOB peaslu-
30BaHbl B IIaKeTax, MCHOJb3YIOIIUX aJTOPUTMBI:
MCMCTree (Brown, Yang, 2011) u BEAST (Drum-
mond et al., 2012). AmpropHbIe pacnpeneeHus 3a-
JalTcs OJIsI KaIUOPOBOYHBIX MAaHHBIX (CM. HMKE),
mapaMeTpOB MOJIEJIeH 3BOJIOLNM IIOCIeI0BATEIbHO-
cTeii (BO3MOXKHO I HECKOJIBKUX ITapTULIMii), TTapa-
METPOB MOJEIU IBOJIOLUN CKOPOCTU (MOTYT OBITh
pa3HBIMU IS pa3HBIX T€HOB), a TakxXke I (popMbI
npeBa (HanpuMmep, moaeau FOma, birth—death, n1u6o
MOJEU KOAJIECIIEHIIUY B CTAOMJIbHOM WU pacTylleid
nomnyisuun). Heod0xomMocTh BBeIeHUS allpuOPHO-
ro pacrpenejieHus: s (popMbl IpeBa — CIOXKHBIA
MOMEHT B 0alieCOBCKOM aHan3e, TaK KaK 3TO MOXET
BusAThH Ha pesynbratT (Ritchie et al., 2017), a o0bek-
TUBHOE O00OCHOBaHME BBIOOpa ¢ momomibio baiiec-
¢dakTOpOB TpeOyeT 3HAYUTEIBHOTO KOMIBIOTEPHOTO
BpeMeHH. B GoJjiee mpocToM ciiydae mompasyMeBaeT-
Cs1, UTO TOIIOJIOTHSI IPeBa eauHa JIJISI BCEX T€HOB.

Pousb annecrpajpHoro nojmmopgusmMa u MeToj BU-
nosoro apesa. IloiayyaTh MOJIEKYJISIpHBIE OLICHKU
BpPEMEHU IUBEPreHIUM YacTO yIOOHO HA OCHOBE He
KOMOWHUPOBAHHOM ITOCJI€IOBATEIbHOCTU TE€HOB, a
TaK Ha3bIBaGMOIO BUOOBOTO JpeBa (species tree).
Kaxaplii reH MOXeT UMETh CBOK COOCTBEHHYIO UCTO-
pHUIO, a BpeMsl AMBEPreHLUN ajUiesieil, Kak MpaBUIO,
cTaplie BpeMeHU IMBEPreHIUM TaKCOHOB. MeTon
BUIOBOTO IpeBa MO3BOJISIET PELIUTD 3TU IBE TTpodIIe-
MbI IIyTeM BKJIFOUEHUSI B MOJIEJIb OLIEHOK ITOJIMMOpP-
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¢du3Ma I Bcex BHYTPEHHUX y3/10B (multispecies co-
alescent model), yTo maer OoJjiee peaMCTUYHBIC
OLIEHKY BpPEMEH, HO 3a CUET BO3paCTaHUsSI BpeMEH-
HBIX 3aTpaT Ha BeUmMclIeHus: (Species tree dating;
Heled, Drummond, 2010). OnHako aHaau3upoBaTh
5TUM METOOOM OOJIbIIe MYJbTUTEHHbIE HAGOPHI
JaHHBIX, B TOM 4YHCJIE U T€HOMHbIC, HEBO3MOXHO
(Ogilvie et al., 2016).

amupoeanue guroceHOMHbIX OAHHbIX
batiecoscKxumu memooamu

B mocnmeqHue nBa mecsITUIETHUSI BCIEOCTBUE pas3-
BUTHUSI BBICOKOITPOU3BOAUTEIBHOIO CEKBEHUPOBA-
HUSI HaOJIIOAAeTCsl CTPEMUTEbHOE HAKOIUICHUE Te-
HOMHBIX JaHHBIX. DTO CIOCOOCTBYET YIIyOICHUIO
IMMOHUMAaHUS 3BOJIIOLIMM Ha T€HOMHOM YpOBHE, HO
OTHOBPEMEHHO CO3/1aeT HOBBIE IPOOJIEMBI IJIsI IIOJTY-
YEHUST MOJIEKYJISIDHBIX JAaTUPOBOK M3-3a CEPbEe3HBIX
BeIYMCIUTEAbHBIX npobieM (Ho, 2014; Tong et al.,
2016).

Tem He MeHee, HECMOTpPSI Ha BpEMEHHEIC 3aTpaThI,
BEOyIIUM METOIOM B (PMJIOT€HOMHOM JaTUPOBAaHUU
octaetcst OaitecoBckmii monxon (Reis et al., 2012,
2018; Springer et al., 2012; Jarvis et al., 2014; Zheng,
Wiens, 2016). 3HaunTeabHBIE 3aTPaThl KOMITLIOTEP-
HOTO BPEMEHMU IIPU UCITOJIb30BAHUM 3TOTO CTATUCTU-
YeCKOIo I0aXoAa CBSI3aHbI C TEM, UTO allOCTEPUOP-
HO€ pacmpeneeHrde OOJIbIIOro 4ucia mapamMeTpoB
reHepupyeTcsl ¢ moMmolibio Metoga MoHTte-Kapio ¢
MmapkoBckumu Lemnsimu (MCMC) (Bromham et al.,
2018). IToBbilieHUe 3(MHEKTUBHOCTU aJTOPUTMOB
MCMC TakuM 06pa3oM, YTOOBI OHU MOTJIK 0Opaba-
TBIBAaTh HA0OPHI JTAHHBIX B MacIlITabe TeHOMOB, B Ha-
CTOsIIIIEE BpeMSI CTAaHOBUTCSI OCHOBHOI oOcyXmae-
MO METOIMYECKOM TEMOI B (DMIIOTEHETUIECKIUX MC-
cJIeIOBaHUSIX.

HampuMmep, TeopeTHYeCcKH TTOJyYUTh TOTIOJIOTHIO
1 BpeMeHa IMBEPreHIUi OMHOBPEMEHHO BO3MOXHO
(Drummond et al., 2006), HO HeNpakKTU4YHO IJIsI
O4YeHb OONBINX (DMIOTEHOMHBIX HAHHBIX, TTOTOMY
YTO BBIYMCJIEHUS TPEOYIOT CIIMIIIKOM MHOTO BpeMeH!
W OTPOMHBIX BEIYMCIUTEIBHBIX MOIITHOCTeM. [1oaTO-
MY OPUHSITO ITpUOeraTh K yIpoIIeHUIO MOaean, (UK~
cUpysl TOMOJIOTUIO, UJIW BBOAWUTH OTpaHUYEHUs Ha
MoHOMUINIO TpynnupoBoK (Drummond et al., 2006;
Yang, Rannala, 2006). HauGoJiee BaxxHas cTparerus
YCKOPEHMSI BLIUMCIEHUI B TIPOLIECCE MOJIEKYISIPHOTO
TATUPOBAHMS TTO TEHOMHBIM JaHHBIM — 3TO, BEPOSITHO,
HCIIOJIb30BaHUE alIMpOKCHUMAIlUU TIPpaBaONoa00us
(approximate-likelihood), 4ro obOecreumBaeT yCKO-
peane B 1000 pa3 1 mo3BoOJSIET MOJTYIUTHh TPUOIIN-
>KEHHYI0 0aiieCOBCKYIO OLICHKY BpEMEH TMBEPreHIINIA
1o rtoreHoMHBIM TaHHBIM (Alvarez-Carretero, Reis,
2020).

KYPHAJI OBILIEN BUOJIOTUU

Jlamupoeanue He bailecosckumu memooamu

MHorue MeTtombl He 0ailieCOBCKOM CTAaTHUCTUKM,
HCITOJIb3YIOIIIMEe HECTPOTrMe Yachl, 00Jiee MPUeMISMbI
B OTHOIIICHUY BBIYMCIUTEILHOIO BPpEMEHU M MOLYT
MIPUMEHSTHCS K OTPOMHBIM MacCHMBaM JaHHBIX. Omn-
HUM U3 IIUPOKO UCIOJIb3YEMbIX METOMOB SIBJSIETCS
METOI Ha OCHOBE “olTpadOBaHHOIO MPaBIOIIOI0-
ousa” (penalized likelihood; Sanderson, 2002), peanu-
30BaHHBbIII B mporpammax r8s (Sanderson, 2003) u
treePL (Smith, O’Meara, 2012). Ha Bxom momaercs
JIPEBO C IIMHAMM BETBEM, ITOJIyYeHHBIMU KaKUM-JIH -
00 MeTOoJIOM, He TIpEearoaraloliM CyllleCTBOBaHUE
CTPOTHMX YaCOB. AJITOPUTM BBIUMCIISIET HAOOpP CKOPO-
CTell HyKJICOTUIHBIX 3aMEH IJIs BETBEil 1 BO3PaCcTOB
y3JI0B TaKMM 00pa3oM, YTOObl MUHUMU3UPOBATH Be-
JmunHy penalized likelihood, koTopyto oOpa3yior n1Ba
cJlaraeMbIX: TIEPBO€ U3 HUX COOTBETCTBYET IpPaBIO-
MogoOuIo IJIUH BeTBel (OTKJIOHEHUE HAOII0daeMBbIX
JIJIVH BETBEU OT OXKUIAEMBbIX), BTOPO€ MUHUMU3UPY-
eT pa3Indrs MEeXIY 9BOJTIOLIMOHHBIMU CKOPOCTSIMU B
BETBSIX MNpPEeIKOB M MNOTOMKOB (Sanderson, 1997,
2002), 9TO COOTBETCTBYET MOJIEC/IM aBTOKOPPEIISIIINN
ckopocreii (Thorne et al., 1998; Kishino et al., 2001).
Hanpumep, ¢ moMouibio rmporpammel r8s (Sanderson,
2003) npu ucroyib3oBaHuu 21 KaaruOGpOBOYHOM TOU-
K1 u3 ctatbu Mepenuta ¢ coanT. (Meredith et al.,
2011), xoTopbie OBLIM 3adaHbl KAaK MaKCUMaJIbHbIE U
MUHUMAaJIbHbIC BEJIMUNHBI TUBEPIeHIINI, Mbl IIPOBE-
JI1 OLIEHKY BPEMEH IMBEPreHIINM YETHIPEX BETBE
Eulipotyphla mo MyibTUI0KyCHBIM TaHHBIM (433 re-
Ha, 235 TheIC. 1.0.) (banHukoBa, 2019).

Anropnt™ RelTime, peam3oBaHHbBIN B IIpoTrpamM-
Me MEGA-X, ToxXe CBOOAUT K MUHUMYMY pa3Inydus
MEXIY CKOPOCTBIO 3BOJIIOLIM IIPEAKOB U IIOTOMKOB
(Tamura et al., 2012, 2018). CkopocTb paOOTHI aJIr0-
puUTMa BeJiuka Ojaromapsi JOMOJHUTEIbLHBIM yIIPO-
IIEHUSIM — OIIMOKM UIMH BETBEI B pacyeT He IIpu-
HuMaloTcs. CylecTBYIOT U IPYTMe€ COBMECTUMBIE C
HECTPOTMMU YacaMU aJITOPUTMbI, KOTOPbIE BBIUTPHI-
BalOT B CKOPOCTH 3a CUET YHPOIIEHUS MOIEIU, YTO
MO3BOJISIET UM paboOTaTh C OOJIBIINMU JAHHBIMH: Ja-
TUPOBAaHHWE METOAOM HAMMEHbIINX KBaJApaToB —
least-squares dating, LSD (To et al., 2016), treedater
(Volz, Frost, 2017), TreeTime (Sagulenko et al., 2018),
wLogDate (Mai, Mirarab, 2021).

KAJIMBPOBKA MOJIEKVJIAPHBIX HACOB

HMtak, unes MoyieKyJsIpHbIX 4acOB poausach U3
HaOJIOAeHUs TOTO, 4TO cTeneHb paznuuust JJHK nByx
BUIOB siByIsieTcsl (byHKIIME BpEMEHU C MOMEHTa MX
JUBEPreHIUU. DTO MO3BOJISIET AATUPOBATh IBOJIIO-
I[IMOHHbIE COOBITUSI U CUJIBHO YIPOIIAeT NpoLeaypy
BOCCTaHOBJIEHUSI TeHeajoTuyeckux cszeit (Brom-
ham, Penny, 2003). OgHako MOJeKyJISIpHBIE TaHHbBIS
caMu Mo cebe CIMOCOOHBI MPETOCTaBUTh WHMOpMa-
LIMIO TOJIbKO 00 OTHOCUTENILHBIX BpeMeHax. J1uist mosry-
YeHUs aOCOTIOTHON 11IKaJIbl BDEMEHU MOJIEKYJISIPHbIE
Ne 1
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Jachl OJDKHBI OBITh oTKajaumOpoBaHbl (Donoghue,
Benton, 2007). Kanu6poBKa 4acOB — 3TO UCHOJb30-
BaHUE BHEIIHeW WHMOpMaLUMKU IJI9 OTrpaHUYCHUS
BO3pacTa y3JIOB Ha (pUIIOTeHETUYECKOM ApeBe. DTa
HeoOxoguMmasi, IIOMUMO TOIIOJIOTHH JpeBa, MHMOp-
Mallusl BKJIFOYACT JAHHBIE O CKOPOCTSIX HYKJICOTUII-
HBIX 3aMEH M0 BCEMY APEBY WIIN OLICHKY BO3pacTa X0O-
Ts1 ObI OIHOTO BHYTpeHHeTo y3ia. 1o cyiecTBy, Ka-
JIMGPOBKA MOJIEKYJISIPHBIX YaCOB — 3TO ONpeAccHIe
UX CKOPOCTH W MaclTabupoBaHUe (UIOreHeTHYe-
CKOTO ApeBa B COOTBETCTBUMU C PEATbHBIM BPEMEHEM.

Kanu6poBka MOXET HNPUMEHSITECS HE TOJBKO K
KOHKPETHBIM y3JIaM (PMJIOT€HETUIYECKOTO ApeBa, HO
U K 1eMorpadunieckoMy COObITHIO. K BasKHBIM IOy~
JISIIMOHHBIM COOBITUSIM OTHOCSITCS DKCITAaHCUS WJIU
cokpaieHue 3¢ dekTuBHOM yncieHHocT. M3mene-
HUS 3PPEKTUBHON YUCICHHOCTA MOTYT OBITh OIIpe-
JIeJIEHBI C IOMOILbIO CTaHAAPTHBIX METOJIOB MCCIIe-
IOBaHUS aeMorpadHrIecKoil MCTOPUU: ITIOCTPOEHUE
CKaillailHOB — rpauyeckKoro oToOpakeHMs TUHA-
MUKU 3¢ dekTBHON yncieHHocTu (skyline analysis;
Hope et al., 2014); pacripeneneHue ymcia 3aMeH HyK-
JICOTUAOB IIPU IIOIIAPHOM CpaBHEHUM CUKBEHCOB
(mismatch distribution; Rogers, Harpending, 1992);
CpaBHEHUE Pa3INIHbIX JeMOoIrpadueCKNX ClieHapr-
€B C MCII0JIb30BaHMeM OaitecoBckoro mnoaxona (Ber-
torelle et al., 2010). B mo60oM ciaydae, Tak Xe, KaKk U
IIpd OJATUPOBAHUM (PMIOTEHETUYESCKUX COOBITHIA,
371eCh HEOOXOAUMO YYUTHIBATh HEOIIPEASICHHOCTh B
CpOKax BOBHUKHOBEHMUS MOIYJISILIMOHHOTO COOBITHS.

Brarouenue kaaubposok é ananus

Panee B OombIIMHCTBE CllydyaeB KaJauOpOBOYHAS
nH(opMals cBoaWIach K (pMKcalliy Bo3pacTa Ka-
KOTo-J100 y3j1a Ha HEKOTOPOM OIpeAeIeHHOM 3Ha-
yeHUM (TOYeuHasi KairMOpOBKa), 4YTO B HACTOSIIEE
BpeMsl CUUTAETCS HEOIIpaBIaHHBLIM YIIPOIIeHUEM
(Nguyen, Ho, 2020). B coBpeMeHHOM (bUIOTEHETU-
YeCKOM aHa/n3€e, KaK IPpaBMJIO, MCIOJIb3YIOTCS MH-
TepBaJbHbIE OLIEHKM AAaTHUPOBOK. B mpocreiimem
clyyae 3amaeTcsl MUHUMAaJbHasE M MaKCUMaJbHasi
rpaHulila MHTePBajia paBHOMEPHOIO pacIpeneacHUsI,
HampuMep, B TakKux MeTodax, Kak penalized likeli-
hood (Sanderson, 2002) u RelTime (Tamura et al.,
2012). bonee rubOkuii momxond, peaau30BaHHEIN B
0aifeCOBCKMX METOIAX, II03BOJISIET UCIOIb30BaTh Ka-
JIMOPOBOYHYIO MH(OpMalIMIO KaK allpuoOpHOE pac-
IpeaeieHde Bo3pacTa y3JIOB, IIPU 3TOM (QDYHKIIUS
pacnpeneiaeHus: MoxeT ObITh Jito6oi (Ho, Phillips,
2009), rmaBHOE, YTOOBI OHA OTpaxkajga UCXOAHYIO He-
ONpEeNeIcCHHOCTh BO3pacTa OUBEPreHUUM KIam.
OOBIYHO MCHOJB3YIOTCSI JIOTHOPMaJIbHOE, 3KCMO-
HEeHIMaJbHOE WM TaMMa pacmpeneieHue. Pacmope-
JIeJIeHEe MOXKET OBITh XKECTKO OTpaHUYEHO (JKeCcTKasl
rpaHulla CHU3Y WJIU U CHU3Y, U CBEPXY), UJIU UMETh
msirkue TpaHulbl (Yang, Rannala, 2006).

JKYPHAJI OBILIEM BUOJOTUU
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Ilaneonmonoeuueckue karubposku

3amaya KaJIuOpOBKY MOJICKYJISIPHBIX YaCOB HE pe-
IIaeTCsS B paMKaxX OOHOM MOJIEKYJISIPHOM T€HETUKM.
Kanmn6poBouyHble JaHHBIE MOTYT BKJIIOYATh Pa3HYIO
nHpopmanuoo (OuoreorpaduuecKkyo M Majeoreo-
rpacuyecKylo, MOJIEKYJIsIpHbIe HAaTUPOBKM, ITOJIY-
YeHHbIE U3 IIPEXHUX UCCIESIOBaHMUI), HO OCHOBHOM
UCTOYHUK NHMOPMALIMU — 3TO MaJCOHTOJIOTHYECKHE
JaTUPOBKU UCKOITAEMbIX HAXOJOK M3y4aeMOM TAKCO-
Homuueckoii rpyniisl (Hipsley, Miiller, 2014).

HenpasuiibHast KaamOpoBKa Y4acoOB BO MHOTOM
CBsI3aHA C HEONpPeAeJeHHOCThIO, MPOUCXOASIIEH CO
CTOPOHBI TAJICOHTOJIOTUU. MCTOYHUKU CEepbe3HBIX
OIIMOOK BKJII0YAIOT HEBEPHOE OIpeIeeHNE aJIeOH-
TOJIOTUYECKOTO BO3pacTa 1 (pUIOTeHETUIECKOTO IT0-
nmoxeHus1 ¢doccwmmit  (Benton, Donoghue, 2007,
Gandolfo et al., 2008). B HekOTOpBIX TpyITax Mc-
MOJIb30BaHMUE MAJCOHTOJIOTUYECKUX JaTUPOBOK Ma-
103 HEeKTUBHO U3-3a OETHOCTU JIETOIIMCU WJIU He-
BO3MOXHOCTH MOP(OJIOTUYECKON  IMAarHOCTUKU
(Smith, Peterson, 2002). Hepenko ObIBaeT CI0XHO
OIHO3HAYHO ONpeNeUTh, KaKOil MMEHHO y3el Ha
JIpeBe JOJIKEH OBITh OTKAIMOPOBaH C MCIOJIh30BaH -
€M JaHHOI0 MCKOITaeMOro MaTepuaja, MoTOMY YTO
5TO 3aBUCUT OT TOrO, OTHOCHUTCS JIM Marepuanl K
CTBOJIOBOI TpyIIlie WK K BEeTBU MOTOMKOB (Benton,
Donoghue, 2007). BximoyeHue B aHajiIu3 OOJIBIIOTO
KOJIMUYECTBA KAIMOPOBOYHBIX TOUEK IMOBBIIIACT TOU-
HoCTb olieHOK BpeMeHU (Lee, 1999; Lukoschek et al.,
2012).

Eciu majieoHTOJIOrMYECKUiT BO3pacT U Kjaajaa, K
KOTOPOM TPUHAMICKUT (HOCCUIIMSI, U3BECTHHI, JIO-
TUYHO IIPEAII0JIOXUTh, YTO BO3PacT (POCCHINM Orpa-
HUYMBAET CHU3Y BpeMs IMBEPTCHIINU COIE PKAIIC
ee Kiaanbl OT OnmXKanmieit CeCTpUMHCKOMN TPYITIBI
(= MuHUMAanbHasg HUWXHSASI rpaHuna). Ocraercs
ellle OAWH CYILIeCTBEHHbIII ICTOYHUK HEOoIlpenesieH-
HOCTHU: HE W3BECTHO, CKOJBKO BpPEMEHHU IIPOIILIO
MEXIy MOMEHTOM 000CO0JICHUS KJIaabl M BO3PACTOM
camoif paHHe# poccuimm, 3aBeTOMO K Hell TTpruHa -
Jexaniei (= BpeMs CYILIeCTBOBAHUS “JTUHUU-TIPU-
3paka”, ghost lineage; Phillips, 2016; Springer et al.,
2017). B cBoto ouepenb, BpeMs Mpu3pakKa BKIOYaeT
JIBa KOMIIOHEHTA — BpeMsI OT TOYKM TUBEPIreHIIUN 10
MOSBIIEHUSI  OMArHOCTUYECKMX  CHUHaIoMopduii
TPYIIIBI M MHTEPBAJ 10 IepBOM OOHapyKeHHOM (poc-
cuimu (puc. 3). IlociaenHsisi BeIUYMHA 3aBUCUT OT
BEPOSITHOCTU (DOCCUTU3ALIMHU C OMHOI CTOPOHBI U aK-
TUBHOCTHU NaJIcOHTONOroB ¢ npyroit (Gandolfo et al.,
2008). Ecim Bo3pacT poccuanu u3BeCTEH ¢ TOYHO-
CTBIO IO T€0JIOTMYECKOro IMarna3oHa, TO IPUXOIUTCS
HCMOJb30BaTh €r0 BEPXHIOIO (MO3AHIO) I'paHUILy B
KayecTBe MUHUMAJIbHOTO BO3pacTa y3ja, TOrma pas-
HULIa MEXAY BepXHel rpaHuleil Auarna3oHa U Heru3-
BECTHBIM MCTUHHEIM BO3PacTOM (DOCCHINM OKa3bI-
BaeTCs TPETbUM cllaraéMbIM OLIEHKU BPEMEHU Cyllie-
CTBOBaHUS IIpU3paKa.
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Puc. 3. Mcrionb3oBaHKe MaJIeOHTOJIOTMYECKOM KaTMOPOBOYHOM MH(pOPMALIMKM B KaueCTBe MUHUMAaJIbHOI IpaHUIIBI BO3pacTa
y371a. KpacHbIM Kpy>KKOM 0003HaUeH U3ydaeMblil y3es1 qIuBepreHIun duioreHeTHYecKux JUHUi A u B. [TyHKTUpPHbBIC TMHUYU
pasnessioT reoJiorMuyeckue nepuosl. BeptukanbHast KpacHasl CTpesika yKa3blBaeT Ha caMble pAaHHUE HaXOAKU, YBEPEHHO OT-
HOCHUMBIe K JIMHUM A. CUHUI KPeCTUK MOKa3bIBaeT BpeMsl MOsIBJIeHUSI MOp(doIornuecKux cuHariomopduii B tuauu A. Ipyrue
3HAYKW 0003HAYAIOT: T — MCKOMaeMble OCTaTKU, 0€3yCI0BHO OTHOCSILIMECS K IMHUM A § — UCKOTIaeMble OCTaTKU, 0€3yCIOBHO
OTHOCSIIIMECS K TMHUY B; + — nckomnaemble ocTaTky, UMEIOLINE TIe3MOMOPGhHYI0 MOPGhOJIOTHIO, COOTBETCTBYIOIIMNE MPEIKY

TakCOHOB A 1 B.

OueBUIHO, YTO MUHUMATBLHBIX OTpaHNYEeHUI TS
JaTUPOBKU HEIOCTATOYHO, HEOOXOAMMO BKIIOYUTh
KaK MUHUMYM XOTsI Obl OTHO MaKCUMaJIbHOE OTpaHu-
yeHre. OIHAKO MaKCUMajbHBIE BO3PacTHBIE Orpa-
HUYEHUS YCTAaHOBUTH TPYAHO, IIOTOMY YTO OHU 3K-
BUBAJIEHTHBI MMOCTYJIMPOBAHUIO OTCYTCTBUSI Ompee-
JIEHHOM Xjadbl B KakKOi-TO MOMEHT IPOIIJIOro.
Br10op MakcuMaNbHBIX BO3PACTHBIX OTpPaHWYEHUIA
OKa3bIBaeT 3HAYUTEILHOE BJIMSHUE Ha MojydyaeMble
MonekynsapHble natupoBku (Hug, Roger, 2007; War-
nock et al., 2015). B kauecTBe npuMepa MOXHO TIpU-
BECTU HEJABHIOK IUCKYCCHUIO BOKPYT BPEMEHHOIT
IIKaJIbl BOJIOLIMU COBpEMEHHbBIX NTull (Jarvis et al.,
2014; Cracraft et al., 2015; Mitchell et al., 2015). Ya-
CTO MaKCHUMaJIbHbI€ TpaHUILIbl BHIOMpPAIOTCS HaubOo-
Jlee KOHCEpPBAaTUBHBIM 00pa3oM (T.e. M30BLITOYHO
npesaumu) (Ho, Phillips, 2009), yTo MOXeT nNpuBO-
JIUTh K CMEILIEHHbIM U HETOUHBIM OLIEHKaM BpPEMEH.
OueBUIHO, YTO MaKCHUMAaJIbHbIE OTPAaHUYECHUS TIpa-
BUWJIbHEM 3amaBaTh B BuAe MArkKux rpanuil (Yang,
Rannala, 2006), HarpuMmep, TpaHuIlbl 95%-T0 TOBe-
PUTEIHLHOTO MHTEpBAIa.

JIas Toro 4TOOBI OOBEKTHMBHO OIICHUTH JTOBEPH-
TeJIbHBIM MHTEpBaJ BO3pacTa y3Jia UCXOAs U3 BpeMeH
HaxoOOoK (poccuiinii, ObLI MPEIIOXEH METOI CTPATH -
rpacduueckoro OpakeruHra (Marshall, 2008), wuc-
MOJIb30BABIIMI  pacrapeneieHue OTHOCUTEIbHBIX
BO3PAaCTOB CaMBIX paHHMUX (HOCCUINIA IS HECKOIb-
Kux (MHOTMX) KJaa ApeBa. MeTom MCXOTHO Oupascs
Ha He BCerja peajlMCTUYHbIe AOIYIISHUSI O pacrpe-
JelIeHNY HaXOIOK Ha BPEMEHHOI IKaje, OJHAKO B
JajgbHEWIEM OBUIM TIPEIIOXKEHBI ero Moamdpuka-
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LIUH, B KOTOPBIX MPUMEHSIIUCH 00JIee CIIOKHBIE MO-
nenu (Marshall, 2010).

Takxe ObUIM MpemsioXXeHbl MeHee (opMainu3o-
BaHHBIE METOIbI OIIPeAcICHNs MaKCUMAJIbHBIX Ipa-
HWIL, TaKrMe KakK (PUIIOTEHETUIECKU OPIKETUHT M
ctpaturpadudeckuit 6ayHnuHr (Benton, Donoghue,
2007; Meredith et al., 2011). B mocienHem MeTone B
Ka4yecTBe BEepXHEM rpaHMUIIbl BO3pacTa y3jia UCIOJIb-
3yeTcsl HUXKHSISI (paHHSIsSI) TpaHU1IA Te0JIOTUYEeCKOTO
MHTEpBaJia (WX ABYX MHTEPBAJIOB), IIPEIIIECTBYIO-
IIET0 TOMY, B KOTOPOM OBLI HAalAEeH CaMbIii IPEeBHUMN
HCKoIlaeMbIii MaTepuai. B ¢pumoreHeTuueckomM 6pa-
KETUHTe BO3PACTHOM IMAIla30H y3jla OrpaHUYEH BO3-
PaCTOM €Iro COCETHUX Y3JIOB (T.€. TAKUX, KOTOPHIE SIBJISI-
I0TCSI HEIOCPEACTBEHHBIMU TTpeIKaMU 1 MIOTOMKAaMM),
YTO MOXKET OCHOBBIBATHCSI Ha ITaJICOHTOJIOTUYECKOM
JIETONMCU WIM Ha HE3aBUCUMOI MOJEKYJISIPHOii
olleHKe. Hamnpumep, mojiydeHre MOJIEKYISIPHBIX Ja-
TUPOBOK [IJISI €XOBEIX COIEPXKUT OIIpeAcIeHHbIE
TPYIOHOCTU U3-3a HEPEIKOU IBYCMbBICIEHHOMN MHTEP-
MpeTaluu UCKOMaeMbIX OCTAaTKOB 3TOM TPYIbI
(Rich, 1981), uto 0OBSICHSIETCS TeHEPaTU30BaHHBIM
CTPOEHMEM 3yOHOI CUCTEMBI — OCHOBHOT'O MaTepua-
Jla TIaJ€OHTOJIOTUYeCKUX wucciaenoBaHuii. Ilo sToit
MIpUYMHE IIPU MOA00pe KAIMOPOBOUYHBLIX TOYEK IS
IaTupoBaHMs AuBepreHimii B cem. Erinaceidae (Ban-
nikova et al., 2014) camast n1peBHSISI KaJIMOPOBOYHAs
TOUKa, CBSI3aHHASI C OJIUIOLIEH-301LICHOBBIM IIEPHO-
oM (28—49 MutH seT) paaguauuu 6a3ajabHbIX JAHUIA
COBPEMEHHBIX €XXOBbIX ObLi1a B3siTa U3 paboThl Mepe-
nuta ¢ coaBT. (Meredith et al., 2011). MakcumanbHas
TrpaHULIa IJIsI 3TOI KaIMOPOBOUYHOM TOYKH OITpEIeIsi-
Ne 1
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eTcd 4epe3 cTpaTurpaduyecKuii orpaHUYUTE]lb U
dunoreHeTMYECKUil OPIKETUHT M HOKHA IPUHMU-
MaThCd C OCTOPOXHOCThIO. CornacHo JlomaTuHy
(Lopatin, 2006), paHHE30LICHOBBIE WCKOITaeMbIE
€KOBbI€ OTHOCSITCS K IPUMUTUBHBIM TUMHYpaM; 110
ATOI NpUYMHE MPEANOYTCHUE OTIABAIOCh HAKIAIbI-
BaHUIO MEHBIIINX OrpaHUYEeHMIT HA BpeMsl pa3ielIeHUsT
Erinaceinae/Hylomyinae 1 0THECEHIIO BEpXHETO Mpe-
JieJia 3TOTO COOBITUS K TpaHMIIC TTajieoleHa,/301IeHa.

B kauecTBe BHYTpEHHUX KaJUOPOBOYHBIX TOUEK
ncnoab3oBanu: 1) Bpems pasaeneHus Hylomys s.str. 1
Neotetracus (16 MIIH JIeT — MUHUMaJIbHAs TPaHUIIA)
Ha OCHOBAaHUM MCKOIIAEMBIX OCTAaTKOB M3 PaHHETO
MuolleHa TamjiaHma, OTHOCMMBIX K 3TUM TaKCOHAaM
(Mein, Ginsburg, 1997); 2) oxumaemoe BpeMsi Oa-
3aIbHOM pamuanuu KpoHoBBIX Erinaceinac 8 MIN13
(5.5 MJIH JIeT KaK MUHMMaJIbHasl TpaHnIa) Ha OCHO-
BaHMU HCKOMNAeMbIX OCTAaTKOB, OMNpEeIeJeHHBIX KaK
Erinaceus (Storch, Qiu, 1991; Qiu, Storch, 2005). Ox-
HAKoO CJIeOyeT IpU3HaTh, YTO 3TU KaauOpPOBOYHEIC
TOUKMU SIBJISIIOTCSI BEPOSITHBIMU, HO HE OUYE€BUIHBIMU.
OtHeceHue coObITUs pasaeneHus Neotetracus n Hylo-
mys KO BpeMEeHU He TTo3aHee 16 MITH JIeT Ha3al BbI3bI-
BaeT BOIIPOCHI, YUYUTBIBASI TPYAHOCTU OIIPENETNEHUS
STUX TUMHYP HE TOJILKO I10 MICKOITaeMbIM OCTaTKaM,
HO U II0 pPelIeHTHOMY MOP(OJIOTUYECKOMY MaTepHralry
(Frost et al., 1991; Gould, 1995). Takkxe HeT yBepeH-
HOCTU B CYILIECTBOBAHUM XOPOIIMX IIPU3HAKOB,
MMO3BOJISIIOIINX OTINYATh MO3AHEe-MUOLEHOBBIX EFi-
naceus OT Ipyrux ponoB exeil. HekoTopbie aBTOpPbI
BOOOIIE n36eraloT o0CyKaaTh MPUHAIIEKHOCTb UC-
KOITA€MBIX OCTAaTKOB €XKOBBIX K TOMY WJI MHOMY POLY.
M3BecTHO, YTO, KOIda TaKue MOMBITKA HMpearpuHI-
MaJIiCh, BO3HMKAJIa INIyOOKas M TPYIHO pa3pelrmast
IMyTaHWIIa, KaK, HallpuMep, B CIydyae MUOILIEHOBOIO
p. Mioechinus (Depéret, 1887; Butler, 1948; Rich,
1981; Gould, 1995; Mein, Ginsburg, 2002).

Yro Kacaercd cTpaTUrpauyeckoro GayHAUHTa,
STOT IIpueM OBLI IIPUMEHEH HaMM IIPU JaTUPOBaHUN
JIUBEPTeHIINI 3eMJIepOeK: B p. Sorex, Tae MOJEKYsIp-
HBI€ Yachl OBIJIM OTKAJIUOPOBAHBI I10 ITSITU ITAJICOHTO-
JormyeckuM gatupoBkaM (Bannikova et al., 2018), a
Takke B p. Crocidura (Bannikova et al., 2021).

Bmopuunas kaarubpoeounas ungopmayus

B HacTostiee BpeMss BO MHOTMX UCCIIETOBAHUSX
JIJIsI KAJIMOPOBKY YaCOB UCHOIB3YIOTCS YKe OMmyOJIm-
KOBaHHbIE paHee MOJIEKY/ISIpHbIE TaTUPOBKU. VX Ha-
3bIBAIOT BTOPUYHBIMU KaJIMOPOBKAMU, ITOCKOJIBKY
OHM OCHOBAaHbBI HE Ha MPSIMbIX M1aJIECOHTOJIOIMYECKUX
WK 6uoreorpadUYecKNX TaHHBIX, a Ha MOJIYYESHHBIX
paHee BpeMeHax quBepreHLni. O4eBUIHO, UTO B HE-
KOTOPBIX CUTyallMsIX C IOMOIIbIO BTOPUYHOM Ka-
JIMOPOBKM M3 HAJEXHOTO MCTOYHMKA MOTYT OBITh
MojiyuyeHbl 60j1€e TOUHbIE OLIEHKU BPEMEHU, YEM C
IIOMOIIBIO TTIEPBUYHON KaJIUOPOBOYHOM MH(pOpMa-
LY U3 HEHAIEXHBIX MaJeOHTOJIOTUYECKUX UCTOY-
HukoB (Kumar, Hedges, 1998). ©Dta meTonuka ysi3Bu-
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ma w1 kputuku (Hipsley, Miiller, 2014), oqHako MUHU-
MM3MPOBATh OLLIMOKY MOXHO ITyTeM KOHCTPYUPOBaHMs
alpMOPHBIX pacIIpeAe/iCHU, KOTOPbIe YYUTHIBAIOT
BCE€ MCTOYHUKM OIIMOOK OLIEHKU, OCHOBAHHOI Ha
BTOPMUYHON KaJIMOPOBKE.

BropuuHble KalquOpOBKM OOBIYHO MCIIOJB3YIOT
JUJTSI TAKCOHOB, MO KOTOPbIM OrpaHUyYeHa MajJeoHTO-
Jjornyeckasi MHpopmalus, Harpumep, OaKTepuu
WM rpuOBbl, a TakKe JJ1s YBEJUYEeHUs Yrcia Kaiuo-
POBOYHBIX TOUEK MPU AATUPOBAHMU MHOTOBUIOBBIX
dunorenuii (Hanpumep, Reis et al., 2012, 2018).
B Hamux uccinenoBaHUsIX UCTIOIb30BAIUCh BTOPUY-
Hble KAJIMOPOBKHU B CilyvyasiX, KOTAa JOCTYIIHbIE TaH-
Hble 3a7aBajid TOJbKO MUHUMAJIbHYIO TPaHUILy, Ha-
MpUMEpP, MPHU OINpeaeeHUU BpeMeH IUBepreHiuit
kpoToBbIix (Bannikova et al., 2015), kytop (Igea et al.,
2015) 1 tymikanyukosB (Shenbrot et al., 2017).

Kaﬂu6p06’xu, OCHOBAHHbIE HA HECOBPEMEHHbIX
HyIC/leoleaHblx nocaedosamenbHOCmax

KanubpoBka MoieKyISIpHBIX YaCOB C UCMHOJb30-
BaHMEM Ie€TepOXPOHHbBIX JAHHbBIX IMOJIE3HA B UCCIIe-
noBaHusx apeBHeit [IHK, a Takske 111 OLIECHKU TeM-
OB Y BPEMEHHBIX MacIITabOB 3BOJIIOLUU BUAOB C
OBICTPOIT cMeHOM MoKoeHn. OO0peTeHne OITbITa pa-
o0otbl ¢ JIHK nckonaeMbIx 00pa3loB OTKPbLIO BO3-
MOXHOCTb HCIIOJIb30BaTh MPOObI OT 3K3EMILISIPOB, MJIs1
KOTOPBIX UMEIOTCS PAAMOYIJIepONHbIe AaTUPOBKU. Of1-
HAKO OIIMOKM paauoyrIepoOIHOr0 JaTUPOBAHUS,
BO3HMKAIOIIME B TOM YHCJIe U3-3a KoJieOaHU coaep-
xanus “C B armocdepe (Reimer et al., 2013), npen-
CTaBJISIOT COOO OTHEJIbHbI MCTOYHUK Heompene-
JeHHocTH Bo3pacta (Guilderson et al., 2005). Hako-
Hel, mipu pabore c¢ mnameoJJHK cymectByer
HEOOXOAUMOCTD JIeJaTh MOMPaBKM Ha XMMUYECKYIO
MoauduKkanuio nocienoBareabHocTeit (Hofreiter et
al., 2001). ITpu HeGoMbIION ITMHE TTAIEOCUKBEHCOB
OLIEHKM BPEMEH U CKOPOCTEit MOTYT ObITh CMEIIEHbI
(cM. pa3neli 0 3aHUXXEHUU OLIEHOK CKOPOCTHU 3BOJIIO-
LIMU C TEUCHUEM BPEMEHU).

Jpyrasg obnacTh, e IpOAYKTUBHO MCIOJIH30Ba-
HHUE reTepOXPOHHBIX MOCIEA0BATEILHOCTE IJIST MO-
JIEKYJISIPHBIX TaTUPOBOK, — 3TO (PUIIOTeHUsI OBICTPO
9BOJIIOLIMOHUPYIOIIMX OPraHU3MOB, HaIllpUMeEp, BU-
pycoB (B yactHocTu, y PHK BupycoB ckopocTh Ha-
KOIUIEHUS 3aM€H MOXET cocTaBisaTh 103 Ha caiit B
ron (Duffy et al., 2008)). BaxxHast mpakTuuyeckas co-
CTaBJISTIONIAST MOJIEKYISIPHOIO OTaTUPOBAHUS BUPYC-
HBIX (PMJIOTEHUM — MCCAeIOBaHUE UCTOPUIA DITUJIE-
Muit (HarmpuMmep, Pekar et al., 2021).

IMpocTeiimmii crmocod OLIEHNUTH CKOPOCTh U BpeMs,
uMest GUIOTeHUIO IS TeTEPOXPOHHBIX TTOCIeI0Ba-
TeJIbHOCTE, — WCIOJIb30BaTh PErpecCUI0 PaccTosI-
HUSI OT KOPHS JIpeBa M0 KOHIIOB BeTBei (root to tip
distance) Ha BpeMsl 00pa3L0B, KaK 3TO pealnu30BaHO
B mporpamme TempEst (Rambaut et al., 2016). I1pen-
BapUTEIbHO HEOOXOOUMO IIPOBEPUTH, JOCTATOUHO
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JI1 THOOPMATUBHBI TaHHBIE IUIST 9TOTO aHaJIM3a, YTO
JieJlaeTCs C TIOMOIIbIO PaHAOMHU3ALIMOHHOIO TecTa
(Ramsden et al., 2009). Kpome 3Toro, misi retepo-
XPOHHBIX MTAHHBIX aKTUBHO WCTIOJB3YIOTCS METOIBI
ML (treedater; Volz, Frost, 2017) u 6aliecoBcKoii cTa-
tuctuku (BEAST; Heled, Drummond, 2010). Cuty-
aIusl OCJIOXKHSIETCS TEM, UTO IUIST OTIMCAHMS SBOJIIO-
IIMA BUPYCOB YaCTO TPeOyeTCsT MCITOJIb30BaHUE MO-
nenu rate decay (Duchéne et al., 2014).

Mooeav FBD u damuposanue
Ha 006e0UHEeHHbIX OAHHbIX

Kiraccuaeckuit MeTom MCoIb30BaHUS KaInOpo-
BOK CBOJMTCS K IBYXCTaAUMHOMY aHAJIU3Y: CHavasa,
UCX0Isl U3 (PUIOTSHETUYECKOIO MOJIOXCHUS U BO3-
pacTta ¢pOoCCHINii, OLIEHUBAETCSI BO3PACT OMHOTO WU
HECKOJIbKMX Y3JI0B AepeBa (node-dating), 3ateM, uc-
MONB3ys 3Ty MHMOPMAIUIO, OIpPEASIIsIeTCs] BO3pacT
OCTaJIbHBIX Y3710B ApeBa. IlpmHIMOMAIBPHO WHOM
MOAXOA — JaTUPOBaHWE Ha OOBEIMHEHHBIX HJAHHBIX
(total evidence dating) — 3akJo4aeTcsi B TOCTPOEHUU
XPOHOTPAaMMEBI ITyTeM OJHOBPEMEHHOTO aHaJIM3a MO-
JIEKYJIIPHBIX M1 MOP(OJIOTNYECKUX JaHHBIX, TIPUYEM
MOCJICAHNE BKIIIOYAOT MH(GOPMALINIO KaK JJISI COBpe-
MEHHBIX BUIIOB, TaK U IJIsI MICKOIIA€MBIX TAKCOHOB C
u3BecTHBIM Bo3pactoM (Stadler, 2010; Heath et al.,
2014; Gavryushkina, Zhu, 2020). 9Tta npouenypa pe-
aJIn30BaHa B HECKOJIBKMX MpOTrpaMMaXx, UCIOIb3yIO-
mux OaiiecoBckuit momxon (MrBayes, BEAST 2).
AHanm3 ocHOBaH Ha MoJear (OCCUIM3alIuU — POXK-
neaus—cMeptu (Fossilized birth—death, FBD), orm-
ChIBaIoIleli OMHOBPEMEHHO CTPYKTYpPY JpeBa, BEpo-
SITHOCTh 3aXOPOHEHUSI M OOHapyKeHMs (POCCUINIA.
Ecnu dumoreHeTnuyeckoe ITOJIOXEHNE BBIMEPIIINX
BUIOB M3BECTHO XOTS OBl TIPUOIN3UTEIIHLHO, TO BO3-
MOXHO MCITOJIb30BaTh BApMaHT aHa/IM3a 0e3 IIpuBJIe-
yeHuss mopdonorndyeckux manHbeix (Heath et al.,
2014). Ucxonneriit BapuanT FBD Monenu nipeanona-
raji, 4To IpoLecChl (hoCCUIM3anu U TuBepcudmuKa-
I OTIMCHIBAIOTCS OMHUM M T€M Ke HabopoM I1apa-
METPOB BO BCeX 4YacTsax IpeBa. boliee peanuctuyHa
MoneNb occuansaunu KiiamoodbpasoBaHus (fossil-
ized birth—death process skyline model, FBD; Stadler
et al., 2013; Gavryushkina et al., 2014), koTopas 110-
CTYJIMpYET CYIIeCTBOBAaHUE HECKOJILKMX 3I10X, KaXK-
J1asi CO CBOEM MMHAMMKOM 3THX IIPOIIECCOB.

CunbHasi CTOpoHa JaTUPOBAHUSI Ha OObEIVMHEH-
HBIX JAHHBIX — BO3MOXHOCTb UCMOJIb30BaTh MaKCH-
MYM TTaJIEOHTOJIOTUIECKON MH(POpMaLIN, OOJIbIIast
4acTh KOTOPOI TMPU KJIACCUYECKOM MOAXOAe oKa3a-
Jiach ObI BHE aHaJIM3a, B YaCTHOCTHU, U3-3a HEOTIpeie-
JIEHHOCTU (DUJIOTEHETUYECKOTO TOJIOXKEHUSI UCKOoTIa-
emoro marepuana. Monens FBD B pa3HbIx ee Bapu-
aHTax TpeOyeT maibHeiuiero usydyeHus. Iloka ke
HEJIb3S1 UCKJIIOUUTD, UTO PE3YJIbTaThl OyAyT Ype3MEPHO
YyBCTBUTEJILHBI K UCXOMHBIM IoTyleHusM (Matzke,
Wright, 2016; O'Reilly, Donoghue, 2020). OTnenbHast
npooysieMa — HaJeHOCTb PE3YJIbTaTOB COBMECTHOTO
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aHann3a MOP(QOJIOTUIECKNX W MOJIEKYISIPHBIX TaH-
HBIX. DTO CBSI3aHO C HEaJeKBAaTHOCTHIO CYIIECTBYIO-
X MoJeJieii MOp(OJIOrnIeCKOil SBOIIOINHU, BHICO-
KOM BEPOSITHOCTBIO (DMITOTEHETHUECKIX OIITMOOK 13-3a
aIanNTUBHBIX TIapajljIeIu3MOB, 4YTO, HaIIpUMep,
ckoMIipoMeTupoBajo pesyiabTatbl O’Jlupu (O'Leary
et al., 2013). Hakonen, HaCHIIIIEHHOCTb MOJE/IN Ma-
pamMeTpaMu TpeOyeT OOJBIINX BBIYMUCIUTEIBHBIX
MOIIIHOCTEN.

buoeceoepaguueckue karubpoexu

Ha npakTuke naTupoBaHue MO UCKOITaeMbIM Ma-
TepuajgaM OCJIOXHSIETCS LEJIbBIM PSIIOM TeOpeThYEC-
CKUX U SMIOUPUIECKUX IIPOOIeM. XOPOIIYIO albTep-
HaTHBY IMaJICOHTOJIOTUYECKO MH(pOpMALIMU COCTaB-
JIsII0T  O6moreorpacdudeckue gaHHble. K IepBBIM
MyOJIMKaILMSIM B 3TOM 00J1aCTH OTHOCHUTCSI paboTa 110
raBpaliCKuM LBEeTOYHMUIIAM, WId MegoHocaM (Hemi-
gnathus spp.), B KOTOPO JJIs1 KAJIMOPOBKU BPEMEHU
pagydalyy 3TUX OTHUI] UCIIOJIb30Bau Bo3pacT [ aBaii-
ckux octpoBoB (Fleischer et al., 1998). Hekotopsie
ocobeHHOCTU ['aBalicKMX OCTPOBOB JEJIAIOT UX IO~
XOISAIIUMU JJIsI KATMOPOBKU MOJIEKYJISIDHBIX YacOB.
CyuTaercs, YToO OHU 00pa30BaAIUCh BAOIb “KOHBE-
€pHOI1 JICHTHI” 1 PaCIIOJIOXEHEI IIOCJIEI0BATEIBHO 110
BO3pAaCTy OT CaMbIX CTaphix (29.8 MIIH JIeT) OCTPOBOB
Ha ceBepo-3arajae A0 caMbix MoJioabix (0.5 MITH JIeT)
Ha roro-Boctoke (Fleischer et al., 1998; Price, Clague,
2002).

BospacT ocTpoBOB MOXeT OBITH MCHOJB30BaH B
KayecTBe KaJIMOPOBKMU MOJIEKYJSIPHBIX 4acoB, €CiIu
cobmomaeTcst mpasuiio rporpeccuu (Hennig, 1966),
COMJIACHO KOTOPOMY €CTb COOTBETCTBUE MEXIY BO3-
pacToM OCTPOBOB U TOIOJIOTUE (DUTOTEHETUYECKO-
ro ApeBa u3ydaeMbix TakcoHoB. Hampumep, B ciiyuae
SHIAEMUYHBIX TaBaCKMUX LBETOYHUI, APO30GUI U
0aboyek camble MOJIOJIbIE OCTPOBA HACENSIIOT BUIBI,
o0paszyloliie BHyTpeHHUE BETBU (DUITOTEHETUUYECKOTO
JIpeBa, B TO BpeMsI KaK BUIbI, paclpOCTpaHEeHHbIE Ha
CTapbIX OCTPOBAaXx, pacroJjiaraloTcsl Ha IpeBe OJIMXKe K
kopHIO (Fleischer et al., 1998; Haines et al., 2014).
KanubpoBka ¢ujoreHuu mo BPEMEHU C MOMOIIbIO
ouorecorpadhuu u mnajeorcorpacduu padoraeT IO
MPUHLIMIY, YTO JJIs JAHHOTO Najeoreorpaduyecko-
ro KOHTEeKCTa OfHU Ouoreorpadruyeckue cleHapuu
0oJiee BEpOSITHBI, YeEM aJIbTepHATHUBHBIE, U 3Ta BEPO-
SITHOCTb BJIMSIET HA TPUHUMAEMBbIii B pe3yJibTaTe BO3-
pacT usydaembix BunoB (Ho et al., 2015b; Baets et al.,
2016).

MOJIEKVIIAPHAA OHEHKA BPEMEH
JWUBEPTEHIMUN OTPAJOB
ITNTADEHTAPHBIX KAK ITPUMEP PA3JIMYNA
PE3VIIBTATOB, ITOJIYUEHHBIX PASHBIMHA
METOJAMMU HA PA3HBIX JAHHBIX

HMcnonb3oBaHKe pa3HOro 4yuciaa 1 Habopa TaKCco-
HOB, OOJIBIIIETO MJIM MEHBIIIETO YNCJIa TEHHBIX JTOKY-
Ne 1
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COB, TeX WJIM UHBIX MOJEJIE 1 KaTuOPOBOYHBIX TO-
YeK MOXET MPUBOJIUTH K CUJIbHOMY BapbUPOBaHUIO
MOJIyYaeMbIX OLICHOK BpeMeH IUBEPTeHIMU. XOPO-
UM MOPUMEPOM CIYKaT TOIBITKN OIpPeAcICHUS
BpeMeHHU nosgBieHus oTpsanoB Placentalia. ITameoH-
TOJIOTMYECKYE JaHHbIE YKA3bIBAIOT HA OLICTPYIO paaura-
LIMIO TUIALIEHTAPHBIX IIOC/IE MACCOBOIO BRIMUPAHMS HA
rpanuiie Meja u maneoreHa (M/I1) 65 miH jer Ha3an
(0630p: Archibald et al., 2001; Benton, Ayala, 2003).
bonee xkectkas momenb (“hard” explosive model)
MpeanojaraeT ObICTPYIO pagMalldIi0 SIUHCTBEHHO
MPEeIKOBOM BeTBU, mepeluarHysiieii M/I1 rpanuny
(O’Leary et al., 2013). AnpTepHaTUBHAs, OOJIee MSIT-
Kasi B3pbIBHAs Mofaeb (“soft” explosive model) norryc-
KaeT IO3IHEMEJIOBOEe IIPOMCXOXICHNE HECKOIBKUX
HamOoJIee IpeBHUX BETBE IUTalleHTapHbIX (Simpson,
1945; Archibald, Deutschman, 2001).

MoteKynsipHbIe OLIEHKM 3TOTO COOBITHS B 1ICJIOM
3HAYUTEJIbHO OoJjiee ApeBHME U TNPOTUBOpPEYAT
B3PBIBHOI MOJEJN I1aJeOTeHOBOTO IIPOMCXOXKICHUS
mianeHTapHbX. OHY MoApa3yMeBaloT IBa BapuaHTa:
1) nuBepreHIMs OTPSIOOB M NajibHEMINIAsl pagudalius
BHYTPHY HUX OTHOCSITCSI B IIOAABJISIIOIIEM OOJIBIIIMHCTBE
CIy4aeB K MEJIOBOMY Iiepuony (MOOE/Ib YCKOPEHHOM
nuBepcuduKauvu, “kopotkuii 3anan” (“short fuse”);
Bininda-Emonds et al., 2007); 2) npenku Placentalia n
OOJIBIIMHCTBA OTPSIAOB C(hOPMUPOBATINCH B MEJIOBOM
Tepuoe, HO JajabHei1as ux IuBepcruduKanms mpo-
WCXOIujla B ITajeoreHe (MoAeiab 3aMeIJICHHOM Hu-
BepcuduKkanum, “mimHHBIN 3aman” (“long fuse”);
Reis et al., 2012).

Taxkmm o6pa3om, XOTS pe3yabTaThl pa3HBIX MOJIE-
KYJIIPHBIX TaHHBIX COBIaJal0OT B BOIIPOCE O MEJIOBOM
MPOUCXOXIEHUU TUIAllEHTAPHBIX, COIIACOBaHHOE
MpeNcTaBIeHUE O TTOPsIIKE BOSHUKHOBEHUS OTPSIOB
oTtHocutenbHo M/IT rpaHuibl oTcyTcTBYeT. Hampu-
Mep, HaTUPOBKU BUHUHIA-DMOHAC C coaBTOpaMu
(Bininda-Emonds et al., 2007) rmoka3pIBaioT, YTO MO~
JIOBUHA OTPSIIOB IUIALIEHTapHBIX MMpou3o0l1iia 6oJjiee
100 mH JIeT Ha3axd, T.e. HAMHOTIO paHBbIlle TOrO Bpe-
MEHU, Ha KOTOPOE YKa3bIBalOT BCE N3BECTHbIE UCKO-
MmaeMble 1 HEKOTOpbIe MOJIEKY/sIpHbIe JaHHbIe. Of-
HaKoO B 3TOM HCCJIEAOBaHUMU JOJDKHBIM 00Opa3oM He
YUUTBHIBAJIUCh BapbUPOBAHUE CKOPOCTEN IBOJIOLUNA
B pa3HbIX JUHUSIX U HEONpPedeICHHOCTU B OLIEHKe
IUTUH BETBEU, U, KpOMe TOTO, TTpUMEHSIIach TOYeU-
Hasl MCKoIlacMmasi KaiqmOpoBKa 1jisd KopHs. Hpyrue
paHHue MojekyasspHble natupoBku (Kumar, Hedges,
1998) ToxXe ncKaxkeHbl TEM, YTO B HUX HE NIPUHHUMAa-
JIMCh BO BHUMaHUWE TaKue BaXXHbI€ UICTOYHUKU OIIU-
00K, Kaxk (1) crernieHb OJIM30CTU UCKOIIaeMbIX KaaUO-
POBOK KO BpeMeHM coObITusl auBepreHuuM (Yang,
Rannala, 2006), (2) cnywaitHeiii pazopoc (random-
ness) MoJIeKyJIsIpHbIX ckopocTeid (Thorne et al., 1998)
n (3) paszdbpoc oneHok mimH BeTBeil (Rodriguez-
Trelles et al., 2002). ITo cpaBHEHNIO ¢ TPEKHUMU HC-
clefoBaHUsIMU, B pabote MepenuTa ¢ coasT. (Meredith
et al., 2011) ¢ mpuMeHeHneM 0alleCOBCKMX METOIOB
ObLIM TIOJly4eHbl OTHOCUTEIbHO HEJaBHUE BpeMeHa
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IuBepcudUKallMU BHYTPU OTPSAOB MJIEKOIIMTAIO-
mux. [Tpu aTOM BpemeHa [Jisl MSTU OTPSIIOB IIalleH-
TapHbBIX XapaKTepHU30BAJIUCh OYEHb IIIUPOKUMU T0BE-
pUTEIbHBIMA WHTEpBajaMu (OT paHHEro Mejaa a0
MO3/HETO MaJeolieHa), YTO HE MO3BOJISIET YBEPEHHO
yTBEPXIaTh, B MEJIOBOM MEPUONIE WU B TaJIeOLIeHE
Mpou130I1iIa OCHOBHAas AuBepcudUKalUs TUIaleH-
TapHbIX. K CTOJIb IIMPOKUM JTOBEPUTETHLHBIM UHTEP-
BajlaM BpEMEH JIMBEPreHIU I MpUBeJ OrpaHUYEHHbII
00beM TeHETUYECKUX JIOKYCOB (26 simepHBIX TeHOB
1711 164 TAKCOHOB).

Peiic u coaBTopsI (Reis et al., 2012) npoBenu Oaii-
€COBCKUI aHanu3 36 gaepHbIX U 274 MUTOXOHOPH-
anbHBIX TeHoMoB (20.6 MiH m.H.) (Yang, Rannala,
2006), mcnonb3yss TaTHPOBKY IO MaJCOHTOJIOTHYE-
CKUM JaHHBIM (110 MeTony beHToHa ¢ coaBT. (Benton
et al., 2009)). B pe3ynbTare runore3a 6a3ajibHbIX AU-
BEpTreHIINIT BHYTPU OOJIBIITMHCTBA OTPSIIOB TIIAIlCH-
TapHBIX 10 M/I1 rpaHUIIEI OBIIa OTBEPTHYTA, HO IIPHU
5TOM ITOJYyYeHHBIE OIICHKH IIPEIIToaraloT BO3HUK-
HOBEHUE CTBOJIOBBIX T'PYII IlalieHTapHbix 10 M/I1
rpaHuibl (Moaenb “long fuse”).

@Dumunc (Phillips, 2016) monyuwn IaTUPOBKH,
JIOITyCKaIoIMe BO3HMKHOBeHNEe Xenarthra, Afrothe-
ria, Euarchontoglires u Laurasiatheria B MmesioBoM 11€-
puone, HO OOJILIIMHCTBO BHYTPUOTPSIIHBIX TUBEP-
FeHUU MMEJI0 MEeCTO B Iepuoi MOcCjie MacCOBOTO
BeiMupaHusi Ha M/I1 rpanuue (“Msirkasi B3pbIBHasI
Monaenb”). OUUIMIC NPEanooXua, 4YTO OLIEHKa
CKOPOCTH MOJIEKYJIIDHOI 3BOJIIOLIUM MOXKET OBITh
HUCKaXXeHa TaKMMU OMOJOorMyecKuMu GakTopamu,
Kak OoJibllIve pa3Mephl Tejia U 00JibIasi MPOaOJIKM -
TEJIbHOCTD XU3HU (YTO TPOTUBOPEUUT pe3yabTaTaM
Pomurepa ¢ coaBropamu (Romiguier et al., 2013)), u
MOJIYYUJT IPUOIVKEHHBIE K TPAAUIIMOHHON MSTKOM
B3PBIBHOI MOJIeJIU TaTUPOBKHU (OoJiee TOUHBIE C €T0
TOYKHU 3PEHUS), U3bIMasi TaKMe TAKCOHBI U3 aHAJIU3a
BpEMEH IUBEPTEeHIINIA.

Onnako CrnpuHrep c¢ coaBnT. (Springer et al., 2017)
MoKa3aJju, 4To JOMYIIeHUs, MPUHATbIe DULIUTICOM,
MIPUBOMST K TMOSIBJICHUIO HA €T0 JpeBe TaK Ha3blBae-
MBIX “IuHUI 30MOM” (zombie lineages) — apredak-
ThI, KOTOpPBIE BO3HUKAIOT, €CJIN TTOJTydeHHBIE OLIEHKU
BpEMEH MOJIOXKe MUHUMAJIBHOTO BO3pacTa ApeBHEM-
LIUX UCKOMaeMbIX OCTaTKOB. Pe3yiabrathl CripuHIrepa
B OTJIMYME OT pe3yjbraToB DUILIUIICA JIyYIlle COOT-
BETCTBYIOT Mojaenu “long fuse”.

HMTak, MojekyasapHble NaHHBbIE AAalOT pa3Hble
OIICHKA BpeMeHU (WIOTEHETUIECKUX COOBITHI
(Tabi. 1), omHaKO HUKAaKWe U3 HUX He COOTBETCTBYIOT
JKECTKOM B3pBIBHOI MOAe . AHAIU3 TaKXKe MOKa3bl-
BaeT, YTO, TIOMUMO CUTHAJIa OT COOCTBEHHO NaHHBIX,
TOTTYIIIEHUsI, TIPUHSTBIE aBTOPaMU, CUJIBHO BIIUSIIOT
Ha OIICHKU W BHIBOJIEI.
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Ta6muna 1. BpemeHa nuBepreHUMU U paauaiu coBpeMeHHbIX rpyni Eulipotyphla mo MonekyasipHbIM TaHHBIM, TTOJTy-
yeHHbIM Hamu (Bannikova et al., 2014, 2015; bannukosa, 2019) u npyrumu aBropamu (Douady et al., 2002; Douady, Dou-
zery, 2003; Springer et al., 2003, 2017; Roca et al., 2004; Meredith et al., 2011; Reis et al., 2012), a Tak:Xe 10 ITAJICOHTOJIO-

ruyeckuM gaHHbeIM (Lopatin, 2006)

Ta;[l;c]::l{) i};lx; };fn Ham xanmsie Hpyrue II\[/;(E[}(;I;ZJ‘IHPHH@ HMGOI){IZ;{HHO;ZHCCKHe
Eulipotyphla 70—80 MJIH J1. H. 70—85 MJIH JI. H. >70 MJIH J1. H.
Solenodontidae HET TaHHBIX ~76 MJIH J1. H. HET TaHHBIX
Erinaceidae ~66 MJTH J1. H. 55—65 MJH 1. H. 61—63 MUTH JI. H.
Hylomyinae/Erinaceinae ~52 MJIH J1. H. 38 MJIH J1. H. ~47 MJIH JI. H.
Talpidae ~72 MJIH 1. H. 60—70 MJIH JI. H. 40 MJIH JI. H.
Uropsilinae 43—52 MJIH J1. H. 48—57 MJIH 11. H. 35—37 MUIH 1. H.
Soricidae ~66 MJTH J1. H. 55—65 MJIH 1. H. 45—47 MJH 1. H.
Soricinae/Crocidurinae ~38 MJIH J1. H. 38 MJIH J1. H. 18 MJIH 1. H.

SAKITIOYEHHUE CTBUTEJABbHBI K IIPEANOIOXEHUSIM, HCXOOHO 3aJI0-

HMctopust MoneKkynsipHON (DUIOTeHETUKU U pas3-
BUTHSI KOHLIETILIUU MOJICKYISIPHBIX YaCOB COIEPKUT
HeMaJIo TIPUMEPOB HECOBITAICHUST MOJIEKYJISIPHBIX U
MaJI€OHTOJIOTMYECKUX BPEMEH TMBEPIreHIIUN U OII1-
OOYHBIX JATUPOBOK, YTO CBSI3aHO, MPEXIE BCETO, CO
CJIeNyIOIIUMU IIpUIMHAMU. Bo-T1epBhIX, 3TO OIIMOKM
onpeneneHus IJINH BeTBel (M ITTyOMH y3JI0B BETBJIE-
HUS) U3-3a HU3KOI MH(POPMATUBHOCTU JAaHHBIX WA
HETOYHOI MoAeinu. BiausHue 3TMX MCTOYHUKOB He-
OIpeAeIEHHOCTH MOXHO YMEHbBIIUTh yBeJIMYEHEM
Yyucia JJOKYCOB U JUIMHBI YUTaeMbIX (hparMeHTOB, a
TakxXe (puIbTpamueii TeHOB, 111 KOTOPBIX HET aJleK-
BaTHOU Moaeyi. Bo-BTOphIX, 3TO OIIMOKM B Kajluo-
PpOBOYHOI MHMPOpMAITNN KaK OMOJOTMYECKOM, TaK U
reoJIoTMYeCcKoii npupoabl. Pojib UX D0IKHA YMEHb-
IIATHCSI C POCTOM 0OBbeMa ITaJICOHTOJOTUISCKUX JaH-
HBIX 1 TOBBIIICHUEM TOYHOCTH ONpENeIeHUS BO3-
pacTa MCKOITaeMBIX OCTaTKOB. B-TpeThux, B ciydae
HECTPOTHX YaCOB IIPUCYTCTBYET €llle U TPYIHO yCTpa-
HUMasi HEOIIpeaeJIECHHOCTh, CBSI3aHHAsI C XapaKTepOM
BapbUPOBaHUSI CKOPOCTeil Kak MeXay KJlagaMu, Tak
U MeXAy reHaMU (€€ MOXHO JIUIIb OTYaCTU YMEHb-
IIUTh, YBEJIWUYMBAsI YMCIO aHAJU3UPYEMBbIX T€HOB);
3leCh XK€ CleAyeT YIOMSIHYTh BiusiHUE rate decay
(Ho et al., 2005, 2007).

BTopast u TpeThbsl IPpUYKMHBI HEONIPENAEIEHHOCTHU B
COBOKYITHOCTU MPUBOIAIT K TOMY, YTO JaX€e IIPU yBe-
JIMYeHUN oO0beMa NAHHBIX JO TEHOMHBIX, OIIIMOKa
BpeMeH OWBEPreHLIMM CHUXKAeTCs He OO0 HyJs, a
TOJILKO 10 HekoToporo mpenena (Reis, Yang, 2013;
Zhu et al., 2015), nenast TOUHOE OmNpeneIcHUE MOJIe-
KYJISIDHBIX BpEMEH OUBEPIreHIIMM HEBO3MOXKHBIM.
Kpome Toro, pasHbele BapruaHTBI MOJIEKYJISIDHOTO Ja-
TUPOBAHUSI MOTYT JaBaTh CYIIEeCTBEHHO pa3HBIE pe-
3yJbTaThl Ja)Ke KOIJa OHM IPUMEHSIOTCS K aHaJlo-
TMYHBIM U JaXe UASHTUYHBIM HabopaM JaHHBIX (Ha-
npumep, Reis et al., 2014; Foster et al., 2016). Takue
HEeCOBNAaJIeHU MOKAa3bIBAIOT, YTO BHIBOILI YACTO YYB-

KYPHAJI OBILIEN BUOJIOTUU

2KEHHBIM B BbIBOJaxX.

IToMuMo 3TOro, GOJBIIMHCTBO METOJOB MOJIEKY-
JIIPHOTO ITaTUPOBaHMs HalleJICHBI Ha y4eT M3MEHe-
HUSI CKOPOCTHU MOJISKYJISIpPHOI 3BOIIOINY 6e3 MoJe-
JIMpOBAaHUSI MEXaHU3MOB WJIM NPUYMH W3MCEHEHUS
CKOPOCTH, KOTOpPasi MOXKET 3BOJIIOIIMOHUPOBATh B 3a-
BUCUMOCTH OT OMojioruu Buaa. M3BeCTHO TOJIBLKO He-
CKOJILKO METOJIOB, KOTOPbhIE MOAECIUPYIOT CKOPOCTh
MOJICKYJISIPHOM BOIIOLIMYA B COOTBETCTBUU C OMOJIO-
rueii Buna (Lartillot, Delsuc, 2012; Nabholz et al.,
2013). C nmpyroit cTopoHBI, HEOOXOOUMBI TaTbHEM-
III1M€ YCUJIUS B CO3MAHUU CJIOXKHBIX MOJIEJIE 3BOJIIO-
LIMM HYKJIEOTUIHBIX MOCAEA0BATEIbHOCTEM, YUUTHI-
BaOIIMX CIEHU(PUKY MEXaHU3MOB KaK BOSHUKHOBE-
Hus TnioBpexaeHuit JITHK (Hampumep, B ciiyyae
CpQG), Tak 1 penapaiumu.

ITonemuka Mo mMoBoAYy MOJEKYJISIPDHBIX 4acOB He
yMaJisieT UX MPaKTUUECKOTO MPEeMYIIECTBA B U3yUe-
HUU HUIoreHes3a, a Takxke HeJJaBHUX COObITUI TToMmy-
JIILMOHHOTO YpoBHsI. CTpeMUTEIbHOE pa3BUTHE Te-
HOMHOTO CEKBEHUPOBaHUS CMTIOCOOCTBYET ITO3HAHUIO
3aKOHOMEPHOCTEl M3MEHUMBOCTU CKOPOCTU MOJIe-
KyJIIPHOI 3BOJIIOLIUM, UTO B JajibHeu1eM, 6e3ycaoB-
HO, JUKBUIUPYET Opelllb B HallleM TMMOHUMaHUU CO-
MPSKEHHOM 9BOJIIOLIMM BUIIOB U X TEHOMOB.
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Almost 60 years have passed since the degree of DNA difference between two species was discovered to be a
function of the time since their divergence. Later, it became clear that there is no global molecular clock and
the rate of molecular evolution varies greatly depending on the gene and phylogenetic lineage, correlating
with biological characteristics (generation length, body size, and fertility) and features of the genome. The de-
velopment of the molecular clock concept is associated with the progress of methods that allow taking into
account and measuring the degree of inconstancy of the molecular evolution rate. Currently, dating is mostly
performed using Relaxed clock methods, which rely on various models of the evolution rate (for example,
with or without autocorrelation of rates in adjacent branches). Another relevant factor that allows reducing
the errors of molecular dating is an increase in the amount of data up to the genomic level, which increases
the requirements for the computational efficiency of algorithms and methods for decomposing data into par-
titions. A separate problem is the dependence of the estimates of the evolution rate on time (the phenomenon
of rate decay), which is especially important for the analysis of recent history. In the absence of an adequate
sequence evolution model, the timing estimates can be significantly biased, which often affects the results ob-
tained with mtDNA. One of the most important directions is the development of methods for obtaining cal-
ibration information: more complete use of the constantly and rapidly growing volume of paleontological da-
ta, analysis of paleoDNA, and other variants of heterochronous data. Despite the fact that the accuracy of
estimates of the levels of molecular divergences continues to grow, the uncertainty in dating remains largely
due to the ambiguity of calibrations and the shortcomings of existing models of the DNA sequences evolution.
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