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PE3IOME

Yuca0 COBPEMEHHBIX BUIOB OPTAHU3MOB COCTaBJIseT ipuMepHo 0.5—1% oT 061mero uucia Koraa-abo cymecTBo-
BaBIIUX BUOB, KOTOpoe orennBaercs B 0.9—1.6 mummapzaos. VI3 aToro uncyia COBpeMEHHbBIX BUIOB OPTaHU3MOB
y4eHbIM u3BecTHO He Gosee 10%. Takum 06pasoM, /I MOJIEKYJIAPHON CUCTEMATUKK J0CTyHA BhiGopKa B 0.1% ot
0061Iero YKcIIa BUAOB, YTO He JOCTATOYHO /IS IIOCTPOEHK afeKBaTHON (DHIOr€HUH OPraHM4eCKOTO MUpa Ha BUIO-
BOM YPOBHE MOJIEKYJISIPHBIMU MeTofaMu. MeTo/ CKPBITHIX WHTEPBAJIOB TTO3BOJISIET KOJIMYECTBEHHO OIEHUTH CTe-
TIeHb COBITA/IEHUS KJIa/J0OTPAMMBbI ¥ T€0JIOTUYECKO JIETOIINCH, UTO SIBJISIETCSI MOIITHBIM HHCTPYMEHTOM HE3aBUCUMO-
TO TeCTUPOBaHUs (DUIOTEHETUYECKUX TUIIOTe3. Bn3Kme BhICOKME 3HAYEHUST UH/IEKCOB CKPBITBIX UHTEPBAJIOB IS
GOJIBIIOTO KOJMYECTBA COBPEMEHHBIX (DUITOTEHETHIECKUX TUTIOTE3, CBUAETEIBCTBYIOT O TOM, YTO TEOJOTHMYECKAs
JIETOTIUCH a/IeKBATHA JIJIST IO3HAHUS (PUIOTEHUHM OPTaHMYECKOTO MUpa. BKITIoueHue MCKOTAaeMbIX B (DUJIOTEHETH-
YeCKHI aHA/IN3 MOKET KapANHATIBHO U3MEHUTD TOTIOJIOTUIO UTOTOBOU KJIA[IOTPAMMBI, IOCKOJIbKY OHU MOTYT HECTH
CyIIeCTBEHHYIO MHGOPMAIUIO 00 yTPaueHHON HBOMIONMOHHON rcTopun. [laseoHTOIOTNYeCKIe JaHHbIE SBJISIOT-
€S eIMHCTBEHHBIM UCTOYHUKOM ISl KaTMOPOBKM MOJIEKYJIIPHBIX 9acoB. [IBe TPeTH MCTOPUM KU3HY Ha TIJIAHETEe
3eMJIst yrKe HaxXosITcsl B pouwioM. 1103ToMy 1o3HaHve (IIOreHu i OPraHuYecKoro Mupa 6e3 ydera majeoHTOJIO-
TUYECKUX TAHHBIX MTPUHITAITAAIHLHO HEBO3MOXKHO.

KmoueBbie cioBa: MOJIEKYJIAPHAsA CUCTEMATHUKA, ITaJIEOHTOJIOTUA, (bH]IOI‘eHeTH‘IeCKHfI aHaJIn3, (I)I/IJIOI‘EHI/IH
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ABSTRACT

The number of extant species of organisms is approximately 0.5-1% from the total number of species ever lived,
which can be estimated as 0.9—1.6 billions. From this number of extant species, only 10% or less is known to the
scientists. Thus, a sample of only 0.1% from the total number of species is available for the molecular systematics.
This is not enough for an adequate phylogeny of the organic world on the species level based on molecular data. The
method of ghost lineages allows quantitative estimation of the fit of the phylogenetic hypotheses to the fossil record.
This method is a robust instrument for the testing of the phylogenetic hypothesis. A close coincidence of different
measures of ghost lineages for a large number of recent phylogenetic analyses advocates for the adequacy of the fossil
record for the understanding of the phylogeny of organic world. Inclusion of fossils into the phylogenetic analysis
may dramatically change the topology of the final cladogram, because fossils may bear significant information on
the lost evolutionary history. The paleontological data is the only way for calibrating of the molecular clocks. Two
thirds of history of life on the Earth is already in the past. Thus, the understanding of the phylogeny of the organic
world is not possible without the paleontological data.
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BBEJIEHUE

B kmaccuueckoit unorenetnke XIX B., odop-
MUBIIENCS TTOCJIe PACTIPOCTPAHEHUST 9BOTIOIMOHHON
teopun Y. /lapBuHa, NMaseOHTOJOTHS UTPAJa OAHY
u3 Bemymux pouseir. Torma 6Gbu1 copMyaupoBaH
MIPUHITAIT «TPOWHOTO HapaJiiesin3Mas, COrJIACHO KO-
TOPOMY POZIOCJIOBHBIE JipeBa (= (uUoreHETUYECKIE
TUIIOTE3bI) IOJKHBI CTPOUTHCS HA OCHOBE COYETAHUS
JIAHHBIX SMOPUOJIOTHH, AaHATOMUN U TIAJIEOHTOIOTHH
(Hossfeld and Lennart 2003). IIpouenypa moctpo-
€HUsI POJIOCTIOBHBIX JIEPEBBEB TIPH ITOM He Oblaa
(opmanmzoBana. B coBpeMeHHOM KIagusme CIocod
OTIpeIeIEH S TIOJISIPHOCTY ITPU3HAKOB BO MHOTOM CO-
OTBETCTBYET MPUHIIHITY «TPOXHOTO IMapajiesn3Mas
(Bryant 1995). PasButue MOIEKY/ISPHON GHOIOTHM
OTKDBLIO HOBbIE TepcreKTuBbl dumorenernku. Cra-
JIO BO3MOXKHO CTPOUTD (PHIIOT€HETHYECKHE TATIOTE3BI
HA OCHOBE aHAJIN32a PACTIPENEIEHUS] HYKIECOTHIHBIX
samemennii JHK u PHK, 6e3 npuBiedeHns JaHHBIX
0 BHemHe#l Mopdosoruu opraHuamoB. Hecoot-
BETCTBUE HEKOTOPBIX (DUIOTEHETHYECKUX THUIIOTES,
MIOJIyYEHHBIX MyTEM aHAJIM3a MOJIEKYJISIPHBIX U MOD-
(osornyecKux AAHHBIX, TO3BOJUJIO MPEITIOTIOKUTb,
yTO MOp(dOIOTHUECKUEe NaHHble He aJeKBATHBI JJIS
PEKOHCTPYKITUU (DUIIOTEHUH, TI0 KpaHel Mepe, y
miekonuTaomux (Springer et al. 2007). Ilupoko
PacCIpPOCTPaHUIIOCh yOekIeHNe, YTO afeKBaTHas
(bustoTeHNs BCEX OPTaHU3MOB MOXKET OBITH MOCTPO-
eHa y)Xe B 0603puMOM OyayIieM HCKIIOYMTETbHO
Ha MOJIEKYJISIDHBIX JaHHBIX. Eciu mopdosorus He
ajJleKBaTHA JIII PEKOHCTPYKIUU (DUIOTEHUU, YTO
TOrZla TOBOPUTHh O MAJIEOHTOJIOTHH, OIepPUpYIOIeit
TeMU ke MOP(hOJIOTUYECKIMY JAHHBIMY, HO B TOpPas-
JI0 MEHbIIeM 00BeMe, MMOCKOIbKY M3-32 HEMOJTHOTHI
Te0JIOTHYECKOH JIETOMHUCH OT BEIMEPIINX OPTAHU3MOB
COXPaHSIOTCS TIOUTHU UCKIIOYUTENHHO TBEPIbIE YACTH
UX TeJIa, YaCTO He MOJHOCTBIO U JAJIEKO HE OT BCEX
JKUBIIMX HA 3eMJie BUIOB. [PYyIIbl OPraHu3MOB, He
MMEIONINX TBEP/BIX YacTel Teja, MO0 He W3BECTHBI
B MCKOIIAEMOM COCTOSIHUH, OO MpeCTaBIeHbI UC-
KJIIOYUTEIHHO PEAKMMU HaxonKkaMu. B kauecTBe mpu-
Mepa MOKHO mpuBecTr rpebHeBukoB (Ctenophora) —
TOCJIEJTHUN THUI )KUBOTHBIX, JJIT KOTOPOTO He Oblia
M3BECTHA TaleOHTOJIOTHYecKas Jjeronuch. Ceiiyac
HCKOTIaeMble TPeOHEBUKY M3BECTHBI TIO PEIKUM OT-
TeYaTKaM B JIEBOHCKUX ¥ KEMOPUNACKUX OTJIOKEHUSIX
(Stanley and Stiirmer 1983, 1989; Conway Morris
and Collins 1996). Tak BaxkHBI Ji BOOOIIIE MTAJIEOH-
TOJIOTUYECKHE J[AHHBIE [[JISi PEKOHCTPYKIMK (uio-
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reHNM OpraHmYeckoro mmpa? B maHHON paborte s
HOTBITAIOCH TIOKA3aTh, YTO (€3 MaTEOHTOJOTHIECKUX
NAHHBIX TaKas 3a/1a4a He BbIMOTHWMA. [l Havama
HEOOXOIMIMO PaCCMOTPETH CJIOJKHBIH BOTIPOC, KAKYIO
YacTh COBPEMEHHOE pa3HooOpa3re OpraHM3MOB
MPEJCTABISET OT OBLIOTO PasHOOOPA3HSL.

PASHOOBPASUE COBPEMEHHbBIX 1
BBIMEPIIINX OPTAHM3MOB

KosnuyecTBo XKUBYIIUX Ha Halllell IIJIAaHETE BUIOB
OpPraHW3MOB MOYKHO OIIEHUTh TOJBKO TPUOIU3H-
teapHo. CornacHo HegaBuuM pacueram (Mora et al.
2011), KOTMYECTBO COBPEMEHHBIX BUIOB 3yKAapPHOT
coctaisieT 8.7+1.3 MuoHOB. V13 HUX y4€HBIM 13-
BECTHO TOJIBKO 14% HazeMHbBIX U 9% OKeaHUYECKUX
Buz0B. Koslm4ecTBO BEIMEPIINX BUIOB OIIEHUTH €llle
cioxHee. 113-3a HENOJHOTBHI T'e€OJIOTUYECKOH JIeTO-
MHCHU TIAJIEOHTOJIOTAM W3BECTHA TOJBKO HeGOJbIIAsT
JIOJIAL CYIIEeCTBOBABIIMX BUAOB. SIcHO, uTO OMOJIO-
rMYecKoe pasHooOpasue He ObLIO IMOCTOSSHHBIM BO
BpPEMEHWU, a IOCTENEHHO yBennynBasnoch. CoriacHo
NPUHIULY AuBepreHTHOH »Bosonuu Y. [lapBuHa,
BCe HBIHE JKUBYIIUE OPTaHU3MBI SIBJISIOTCSI TIOTOM-
KaM¥ OJTHOTO <ITOCJIETHETO YHHUBEPCATBHOTO OOIIETO
mpezikay, skuBiero 3.5—3.8 MWIIMAap/I0B JIeT Ha3ajl
(Glansdorff et al. 2008; Theobald 2010). IIpu sTom
HapacTaHue TAaKCOHOMUYECKOTO Pa3HOOOpasust ObLIO
He JMHEeHHBIM, a KoJjebaTeJbHBIM: pasHooOpasue
CYIIECTBEHHO COKPAIAJOCh B TIEPHOABI MAaCCOBBIX
BBIMMpaHMII M 3aTeM BHOBb BOCCTAHABJIMBAJIOCH.
CiretyeT MMeTb B BUJLY, YTO HEKOTOPBIE M3 M3BECTHBIX
SIIM30/I0B MACCOBBIX «BBIMUPAHUIT» MOTYT OKa3aThCsI
apredaKTaMy HETIOTHOTHI Fe0JIOTHYECKOH JIETOICH
(Peters and Foote 2001; Smith 2007; Mc Gowan
and Smith 2008; Wall et al. 2009). Creness yrpatrs
SBOJIIOIIIOHHON WCTOPUM PA3HBIX TPYIII IIPU BBIMHU-
panusx onenuBaercs pasanyao (Nee and May 1997,
Heard and Mooers 2000).

Kugsenn u Cenxocku (Kidwell and Sepkoski
1999) neiTanuch ONEHUTH KOJIUYECTBO BHUIOB MOP-
CKUX MHOTOKJIETOYHBIX JKMBOTHBIX, MICXOJSI U3 CJie-
IYIOIIUX TapaMeTPOB: YUCJIO COBPEMEHHBIX BU/OB
(250000), umcIO W3BECTHBIX HCKOIAEMBIX BHIOB
(200000), Bospact napeBHeitmero Buma (600 wmuH.
JIET), CPEMHSIST TPOAOKUTENBHOCTD CyNIECTBOBAHUS
Buna (4 maH. set). Ilo ux pacueTaM HOJIY4YMIIOCH,
410 06IIee KOJMYECTBO BUAOB MOPCKMX MHOTOKJIE-
TOYHBIX OPTaHM3MOB, CYNIECTBOBABIINX WJIN HbIHE
KuBynmx Ha 3emute pasHo 18.75 muraunonos. Kosu-
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YeCTBO COBPEMEHHBIX BH/IOB OT OOIIIETO YHCIIa BUIOB
cocrasysier Bcero 1.3%. ITu pacyeTbl HE TOYHB,
MIOCKOJIBKY HCXOJSAT U3 TPE/NOCHLIKU TTOCTOSTHHOTO
KOJIMYECTBA BHUIOB U WCIOJB3YIOT 3aHMKEHHBIE
OIIEHKU COBPEMEHHOTO U TIPOIIOTO PAa3HOOGPasUst
MOpCKOI 6uoThL 1o gpyrum pacueram (cMm. 0630p B
Raup and Stanley 1971), uncyio COBpeMEHHBIX Y BbI-
MEPIIUX BUIOB Ha 3eMiie MOKeT cocTaBssaATh 0.9—1.6
MuLTHApA0B. TakuM 06pa3oM, YHCIO COBPEMEHHBIX
BUJIOB OPraHU3MOB cocraBjsier mopsinka 0.5-1%
OT 00ILIero 4mciaa BUAOB, KOTAA-INOO0 KUBIIUX Ha
3emiie, ¥ U3 9TOTO YKCJIa YYEHBIM U3BECTHO ceifyac
T0J16KO0 0K0J10 10% BumoB. OUeBHIHO, UTO AOCTYITHAS
MOJIEKYJISPHBIM CHCTeMaThKaM Bbibopka B 0.1% ot
00111ero Yncaa BUIOB HE JOCTATOYHA JJIS TIOCTPOE-
HUST a/IeKBAaTHOW (DUJIOTEHUU OPraHUYECKOTO MEPa
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Ha BHIOBOM YPOBHE. AJIEKBATHOCTH T€O0JIOTUYECKON
JIETOIIUCH BO3PACTaeT 10 MePEe yBEJIUYEeHWs paHra
takcoHa (Puc. 1). Eciu nns BUmIOB OHAa HUYTOXKHA,
TO 1L POZIOB M CEMENCTB OHA Ha HOPSAOK BhILIE U
HMMEHHO Ha 5TOM TaKCOHOMHMYECKOM YPOBHE HamOo-
Jiee 4acTO MPOBOAATCA PACYEThl JUHAMMKK PasHOO-
6pasus (Raup 1972; Markov and Korotayev 2007).
BosMoxHO, HaM yKe M3BECTHA 3HAYMTEIbHAS 9aCTh
CYIECTBOBABIIMX KOTAa-I100 TUIIOB 1 KJIACCOB Opra-
Hr3MOB. OJHAKO OTKPBITHE HOBBIX KJIACCOB M THUIIOB
IPOUCXONUT Ja’Ke CPEAU COBPEMEHHBIX KUBOTHBIX
(Funch and Kristensen 1995; Bourlat et al. 2006).
B npeBHOCTH, OCOGEHHO B IIAIE030€, CTPYKTYPHOE
pazHo06pa3ye MHOTHX IPYII KMBOTHBIX OBLIO BBIIIE
COBpeMeHHOTO. Heb3sl TakiKe MCKIIOYaTh, 9TO CY-
IIECTBOBAIA 0COOBIE BBIMEPIINE THIIBI OPTaHU3MOB,
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Puc. 1. IIpumepHOE COOTHOIIEHIE /[eKBATHOCTH F€0IOTHIECKOH JIETOMICH (IIPOLIEHT M3BECTHOTO YKCJIA TAKCOHOB OT UX IIPEAII0IAraeMOro

06IIEr0 KOJIMYECTBA) ¥ PAHTa TAKCOHOB.

Fig. 1. Approximate correlation between the adequacy of the fossil record, specified by the percent of the known fossil taxa from the

estimated whole number of fossil taxa, and taxon rank.
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He MMEBIINX KaKuX-Tu00 TBEPABIX 4acTedl Tema U
[OTOMY He TIONABIIUX B T€OJIOTUYECKYIO JIETONHUCH.
Eciv He y4uTHIBATH TOCJEIHION KATETOPHIO, BO3-
MoxHO depe3 50—100 e HaMm OyayT M3BECTHBI BCE
THITBI OPTAHU3MOB, KMBYIIUX HBIHE WA COXPaHUB-
IIUXCS B TEOJOTMYECKOW JIETONUCU. 3HAYMTENHHO
GoJIbllle BpEMEHU MOTPEOYETCs ISl OTKPHITHS BCEX
KJIaCCOB M OTPsAN0B. UTO Kacaercst poAOB M BUJIOB,
s IyMaio, y IMBUJIM3AIAK YK€ HE XBATUT BPEMEHU
JIJIS X TIOJTHOM MHBEHTApU3allik KaK B COBPEMEHHOM
6uoTe, TaK W B T€0JIOTUYECKOI jeTonuch. B 1esom,
yKe B 0603pHMOM OyIyIieM MOKET ObITh MOJTydeHa
aziekBaTHast (PUIOTEHETHYECKAsI TUIIOTE3a O CBSI3SAX
TaKCOHOB KPYITHOTO paHra (THUIIbL, K1acchl). Ha aTom
YPOBHE OTCYTCTBHE MAaHHBIX O BBIMEPIINX KJadaX
Oyner, BUAMMO, Clab0 BJIMATH Ha aJeKBaTHOCTb
pexoHCTpyKIuu. [ljisi GoJiee MeTalIbHBIX (uiorene-
THYECKUX TUIIOTE3, OTCYTCTBHUE TAKUX JAHHBIX OyAeT
urparthb Bce 6osiee BO3pacTaioliee 3HaY€HHUE 110 MEPe
YMEHbBIIEHUS] TAKCOHOMHYECKOTO PaHTa aHAJIU3UPY-
€MBIX TPYII, MOCKOJbKY BBHIOOPKA AOCTYITHBIX IIJIS
aHA/IN3a TAKCOHOB TI0 CPABHEHUIO € UX OOIIUM KOJIH-
4ecTBOM OY/IET MOCTOSTHHO YMEHbBINAThCS.

TECTUPOBAHUE ®UJIOTEHETUYECKUX
TUIIOTE3 METOJOM CKPbITbBIX
NHTEPBAJIOB

Ha ocHoBe aHanm3a TeO0JIOTMYECKOH JIETONUCH
6bLT pa3paboTaH METO/I HE3aBCHMOTO TECTUPOBAHUS
(unoreHeTHIECKNX TUTIOTE3, POPMATIZOBAHHBIX M€-
TONAMM KJIQJIMCTHYECKOTO aHaim3a. [I0CKOJbKY ce-
CTPUHCKYE TPYIIIBI BO3HUKAIOT B PE3yJIBTATE JUBEP-
TEHIMHU TIPEIKOBOTO BUA, OHU JOJIKHbI HOSBIISATHCS
OIIHOBPEMEHHO B Teosiornueckoii Jeromucu (Puc. 2).
OnHaxo, MOCKOJIBKY JIETOIIUCH HE TIOJHA, PealbHbIE
JIPEBHEHIINE HAXOMKUA CECTPUHCKMX TPYII OOBIYHO
NaTUPYIOTCSI Pa3HbIM BpPEMEHEM. PasHUIA MEXIY
STUMHU JaTMPOBKaMU (BBIUKMC/ISIEMass B MJIH. JIET)
Ha3bIBaeTCsl CKPHITBIM MHTepBasoM (ghost lineage;
Weishampel 1996). EcrecTBenHo, yeM MeHbie 00-
I[asi BeJIMYMHA CKPHITHIX WHTEPBAJIOB, T€M OOJIbIIE
NaHHas (PUIOTeHeTUYeCKast TUIIOTe3a COOTBETCTBYET
Fe0JIOTHYECKOM JieTomucH. PazpaboTaHO HECKOIBKO
WHJIEKCOB, MO3BOJSIONUX OLEHUTh CTEIEHb COOT-
BETCTBHsI KJIaJ0TPaMMBbI U T€0JIOTHYECKOM JIETOUCH
kosmuectBerHo (Benton et al. 2000; Pol et al. 2004;
Angielczyk and Fox 2006; Cavin and Forey 2007;
Lelievre et al. 2008). TloHATHO, YTO HEraTHBHBINA
pesysbrar (IUIOXO€e COOTBETCTBHME KJIANOTPAMMBI U
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Puc. 2. Ouiorenernueckue cBsA3uM TakcoHoB A, B u C
[IOKa3aHHBlE Ha KiazorpaMme (cjieBa) M Ha (DUIOTEHETHYECKOM
nepeBe (cmpaBa), Ha KOTOPOM IIOKa3aHBl BpPeMeHHas HIKaia (B
MJIH. JIeT), cTpaturpaduyeckoe paclpoCTPaHEHWE TAaKCOHOB U
ckpoIThie uHTepBasbl. B u C u A u B+C — cecTpunCcKkue rpymims!,
MOSIBJISTIONIVECST B OJHO BpeMsI B pe3yJbTaTe IUBEPreHINU
npezkoBoro BuAa. CKpBITBI WHTEPBAT — pPAa3HUANA MEXIY
BPEMEHEM TIOSIBJIEHUS [IBYX CECTPUHCKUX TPYIII, HAOIOAaeMBIM B
Te0JIOTUYECKOH JIETOIHICH.

Fig. 2. Phylogenetic relationships between taxa A, B, C exempli-
fied by a cladogram (left) and a phylogenetic tree (right) with a
time scale (in Mya), stratigraphic occurrence of taxa, and ghost
lineages. B and C and A and B+C are sister taxa that appeared
simultaneously by divergence from a common species. The ghost
lineage is a differential between the time of appearance of two
sister taxa known from the fossil record.

JIETOIIMCK) MOJKET OBITh BBI3BAaH KaK HeIOCTaTKaMU
caMoro (hMJIOTeHeTUYECKOTO aHaJIn3a, TaK M HeToJI-
HOTOM JIETOIIUCU /IJIST ]AHHOM T'PyNIbl OPraHU3MOB.
Ho mosutuBHBII pe3yasraT (XOpOIIee COBIAJIEHYE
KJIaOTPaMMbl ¥ JIETOIIUCH) TOBOPHUT, YTO HAIlle
TIpEeJICTaBJIeHNEe O (DUIOTEHUU TPYIIBI JOCTATOYHO
aziekBaTHO. MeTO/T CKPBITBIX WHTEPBAJIOB TTO3BOJIMII
TIPOSICHUTH ellle OINH BayKHBIN BOIIPOC, KaCAIONTUCs
TIOJTHOTHI T€0JIOTUYECKOM JIeTONMCH. XOTSI OHA JlaJIe-
KO He II0JIHa, OJIM3K1e BBICOKHE 3HAYE€HUs MHAECKCOB
CKPBITHIX WHTEPBAJIOB IJis1 OOJBIIOTO KOJUYECTBA
COBPEMEHHBIX (DUJIOTEHETUYECKUX THUIIOTE3, CBUJIE-
TEJBCTBYIOT O TOM, YTO T€OJIOTUYecKasl JIeTOIHCh
aZiekBaTHA /IS TIO3HAHUS (PUIOTEHNY OPraHNY€eCKO-
ro mupa (Benton et al. 2000).

NCKOITAEMBIE
B ®UJIOTEHETHYECKOM AHAJIN3E

HemoHOTa reosIoruyecKoi JIeTOMUCH IIPpOABJIA-
€TCsA HE TOJIBKO B TOM, UTO /1aJIEKO HE BC€ BbIMEPIINE
TaKCOHBI B HEU IIpE/ICTaBJIEHDBI, HO TaKX€ U B TOM,
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Puc. 3. @uioreHernyeckoe mosoxenue yepenax (mo Lyson et al. 2010), cormacHo mosnekysspabiM ganubiM (1), Mopdosormaeckum
JTAaHHBIM 10 COBPEMEHHBIM IPyIIIaM (2) 1 ¢ yY4eTOM KJIIOUEeBBIX BRIMEPIIUX TAaKCOHOB (3).

Fig. 3. Phylogenetic relationships of turtles (after Lyson et al. 2010) according to the molecular data (1), morphological data based on
modern taxa (2), and morphological data with the key fossil taxa included (3).

410 MHGbOPMANUA 00 M3BECTHBIX MCKOTIAEMBIX HECO-
MIOCTaBMMA IO CBOEW MOJIHOTE C aHAJIOTMYHBIMU CO-
BpPEMEHHBIMH TaKCOHAMMU. B MCKOIIaeMoM COCTOSTHUT
COXPaHSIOTCS, KaK IIPaBUJIO, TOJIBKO TBEPAbIe YacTU
Tesa (HapYKHBIM WM BHYTPEHHUHN CKeJIeT), XOTS B
TIoCJIeTHIE TO/IBI 3aMEeTHO BO3POCJIO KOJIMYECTBO Ha-
XO/IOK Pa3JIMYHBIX MICKOTIAEMbIX C OCTATKAMH MSTKUX
TKaHel, B OTJIOKEHMSIX Pa3HOTO BO3pacTa, OT JIO-
KeMOpwus J1o TutelicTonena. Bosee Toro, MHOTHE Tak-
COHBI M3BECTHBI TOJBKO 1O ()parMeHTaM CKeJIEeTOB.
Hampumep, GOJBITUHCTBO TAaKCOHOB ME3030MCKIX
MJIEKOIIUTAIOMUX OIMCAHO II0 W30JIMPOBAHHBIM
3ybam uin pparmentam yesmocreir (Luo 2007). TTo-
3TOMY B (DHJIOTEHETUYECKUX MATPHIAX, OOIUX JIJIsk
COBPEMEHHBIX U BBIMEPIINX TaKCOHOB, IIOCJEIHUE
XapakTepusyloTcss OOJBLION I0JeHd HEU3BECTHBIX
nauHbix (missing data). Bxiouenue TakCOHOB c
GOJIBIITM KOJIMYECTBOM HEM3BECTHBIX JIAHHBIX 0OBIY-

HO CYINECTBEHHO CHIDKAET DPaspellieHie WTOTOBOM
kaagorpamMmbl (Wiens 2003a, b; Wiens and Morrill
2011). EcrecTBEeHHO, UCKOIIaEMbIE HE MOTYT UCIIOJIb-
30BaThCs B PaboTax 10 MOJIEKYJISIPHOM (DUIOTEeHUH,
KPOME CaMbIX TO3HUX HAXOMIOK, Bo3pacToM a0 300
TBIC. JIET, B KOTOPBIX BO3MOKHO COXpaHeHNe HEKOTO-
poix ¢parmenToB /JIHK (s He paccmaTpuBaio 37ech
COMHUTE/IbHbIE HEJaBHUE MyOJIMKalMd O COXpaHe-
HUM GEKOBBIX MOJIEKYJI Y MENOBBIX JUHO3aBPOB).
HenosHoTa MCKOIaeMBIX MHOT[A UCIIOJIB3YETCS KaK
apryMeHT IIPOTUB BKJIIOYEHUSI UX B (UIOTEHETHIE-
CKUIl aHAJIN3 HAPSIy C COBDEMEHHBIMU TAKCOHAMU.
HecMoTpst Ha HETIOJHOTY MCKOTIAEMBIX, UX BKJIIO-
yeHue B (UIOTEHETUYECKUI aHATU3 YACTO MOXKET
KapAWHAJIHHO U3MEHUTDH TOMOJIOTUIO0 UTOTOBOM KJIa-
JIOTPAMMBI, TOCKOJIBKY OHM MOTYT HECTH CYII[ECTBEH-
Hyl0 uHGOpPMaIMio 00 yTpauyeHHON 5BOJIIOIMOHHOM
ucropuu rpymmst (Donoghue et al. 1989; Gauthier et
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al. 1998; Wilson 1992; Cobbett et al. 2007). B gacr-
HOCTH, MCKOTIAEMbIE MOTYT IIOKa3bIBATh KOMOWHAIIMI
TIPU3HAKOB, HEW3BECTHBIE JJISI COBPEMEHHBIX OpTa-
HU3MOB. BriTIoueHMe MCKOIIaeMbIX MOXKET IIPOSICHUTD
TOJISIPHOCTh U TYTH TPEO6PAa30BaHUsl KOHKPETHBIX
mpu3HaKoB. CBSI3U MEXKIYy COBDEMEHHBIMHU TaKCOHA-
MU MHOT/]a TPYHO YCTAHOBUTH M3-32 aPaJIIeIbHOTO
Pa3BUTUSI MHOTHX IIPU3HAKOB ¥ BBIMUDPAHUS TIPOMeE-
XKyTouHbIX (hopM. VckomaeMble MOTYT HAaXOAWUTHCS
B OCHOBaHMM (DUJIOTEHETUYECKUX JUHUI ¥ 3amO0J-
HATb MOP(OJOTHYECKIIT PAa3PbIB MEXKIY KPYIHBIMU
TakcoHamu. B KauyecTBe mpuMepa MOKHO TIPUBECTHU
yepernax. CpaBHenue MOPGHOJIOTUN COBPEMEHHBIX
TaKCOHOB TOBOPHUT B TOJIb3y MX POICTBA C JIETUIO-
saBpamu (Lepidosauria), o MOJIEKyISPHBIM JaHHBIM
oHu cOmmKaloTcss ¢ apxosaBpamu (Archosauria),
TOra KaK aHAJIN3 WCKOIAEMBIX IPEIKOBBIX (opMm
MIOKA3bIBAeT, YTO OHM TIPUHAIJIEXAT COBEPIIEHHO
npyroii rpymme pentuinii (Parareptilia), us koropoit
TOJTPKO Yeperaxu J0XUIu 10 coBpeMeHHOCTH (Lyson
et al. 2010).

KAJIMBPOBKA MOJIERYJIAPHBIX YACOB

KoHmenmus MoIeKy ISIpHBIX 4acOB OCHOBAaHA Ha
Pa3HOM CTeNeHN HYKJIEOTHIHBIX 3aMeH KOHKPETHBIX
T€HOB y PasHBIX OpPraHu3MoB. Eciiu ypoBeHb HyKJIe-
OTH/HBIX 3aM€H, BHIPAKEHHBIN B MPOIEHTAX, MEKIY
TakcoHaMu A ¥ B B 11Ba pa3a TpeBBIIAET YPOBEHD
pasmunst MexIy TakcoHamu B u C, To MOKHO Tipe-
TIOJIOKUTh, YTO BPEMsS IUBEPreHIIMM TaKCOHA A u
obmero npegka B+C B 1Ba pasa Goibllle BpeMEHH
nuBepreHIuu TakcoHoB B u C (mpu ycioBuu, 4TO
CKOPOCTb HYKJIEOTUIIHBIX 3aM€H ObLIa IIOCTOSIHHOW).
MosiekyJisipHble 4achl caMu 1O cebe Jal0T TOJBKO
OTHOCHTEJIbHYIO OIIEHKY BPEMEHU IUBEPreHINU
TaKCOHOB, JJIs1 aOCOIOTHON JATMPOBKK HEOOXOAMMa
KaJMOPOBKA MOJIEKYJISIPHBIX YacOB 10 BHENIHMM
JMaHHBIM. B KayecTBe TaKMX BHEIIHUMX TaHHBIX MOTYT
BBICTYIIaTh TOJBKO MaJEOHTOJOTMYECKUE HAXOAKU
(Benton and Donoghue 2007). Ilpumenenue co-
BPEMEHHBIX METOJIOB, OCHOBAHHBIX Ha KOHIIENIN
«CBOOOMHBIX>  MOJIEKYJApHBIX uacoB  (relaxed
molecular clock), mo3BOMMIO COKpaTUTH BpeMeEH-
HOM DaspbiB MEKAY MOJEKYJIAPHBIMUA OIEHKAMU
JIVIBEPTEHIMM U TAJEOHTOJOTMYECKMMY JTaHHBIMU
(Douzery et al. 2004; Lepage et al. 2007). Yactuuso
po6yieMa HECOOTBETCTBHSI MOJIEKYJISIPHBIX U TIajie-
OHTOJIOTMYECKUX JAHHBIX O JMBEPreHIMH TAKCOHOB
MOJKET OOBSCHSATBCS TeM, YTO 00a METO/A AATUPYIOT
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pasubie pusepreniuu (Archibald and Deutschman
2001). MonekyIsIpHBIN METOJ TAET OIIEHKY BPEMEHU
JIMBEPTEHIMY T€HOB, HOCUTENN KOTOPBIX MOTYT HE
pa3nu4aThcsi MOPGOJOTUYECKH, & B TE€OJIOTHYECKOH
JIETOTICH O TIOSIBJIEHUY HOBBIX IPYIIIT MOKHO CYIUTh
TOJIBKO TIPH HAJWYAU WCKOIIAEMBIX OCTATKOB WX
yke BrosiHE cOpMUPOBAHHBIX (MOPGhOIOTUIECKH)
mpefcTaBuTeNel. SICHO, YTO MEX/Iy TEPBBHIM U BTO-
PBIM COOBITHEM MOKET MTPOUTH IOCTATOYHO GOJIBIION
IIPOMEKYTOK BPEMEHM.

INOCJIECJIOBUE

Opranuyeckass >Ku3Hb (BKJIIOYas PasyMHYIO
’KU3HB) M3BECTHA TOJBKO Ha IIaHeTe 3eMJs. IJBO-
JIIOIVST JKU3HU TECHO CBSI3aHO C pasBUTHEM 3eMIH
u CosHIa, MOSBUBIINXCS IOYTH OIHOBPEMEHHO
puMepHO 4.5 mMupa. jieT Haszaz. IlpumepHo 4 mupa.
JIeT Ha3aa Ha 3eMiie CIOKUIUCH YCIoBUs, Omaro-
TIPUSITHBIE [IJTsT BO3HUKHOBEHUS KU3HU. B0o3MOXHO,
TIPOUCXOXK/IEHNE >KU3HU SIBJISIETCSI 3aKOHOMEDPHBIM
MPOIECCOM, Hen30eKHO HACTYMAIONUM TPU HAJIH-
Yy GIArONMPUATHBIX ycaoBuit. OfHAKO, Jake ecu
JKU3Hb CYIIECTBYET Ha [PYTUX IJIAHETAX, BPEMEHU
CYIIeCTBOBAHUS IMBUWJIN3ANUY MOXET HE XBATHTB,
4T06bI y3HaTH 00 9TOM. JKU3HB yXKe CyIecTByeT Ha
3eMJie TOYTH 4 MJIPA. JIET, HO 9Bomorust CoJrHia czie-
JIAET YCIOBUST HEBO3MOXXHBIMHU JIJIST )KU3HU B TEUEHUE
Gmskaimux 2 MiIpa. JieT. BospactaHue CBETUMOCTH
CosHIta B pe3yJibTaTe TEPMOSIIEPHBIX PEAKITHIT B €70
HeZpax IPUBEET TOCTENIEHHO K UCIIAPEHIIO OKEAHOB
Ha 3eMHOM MOBEPXHOCTHU. [IprMepHO Yepe3 5 MIIPI.
siet CoJtHIle IPEBPATUTHCS B KPACHOTO TUTAHTA, 3Be3-
Iy C pamuycoM, PaBHBIM HBIHEITHEMY DPACCTOSHUIO
ot 3emsm o Courntia. Emne yepes mupa. siet CostHite
[IPEBPATUTHCS B GEJIOr0 KapiuKa. 3eMsi Kak (husu-
YecKOoe TeJI0 MOXKeT CYIIeCTBOBATh B 3TO BPEMSI, HO Ha
3TOH IUIaHeTe y)Ke HUKOTJA He BO3HUKHYT YCJIOBHS
IS 3aPOSKIEHUST HOBOM sku3Hu. TakuM 06pa3oM, Be
TPETU UCTOPUU KU3HU HA 3eMJie YK€ OTHOCUTHCS K
nporiomy. CoBpeMeHHOe GHOJIOTMYECKOe Pa3HOO-
Opasuie CTPEMWTESBHO COKDAIAeTCs B PE3yJBTaTe
«XO03SUCTBEHHOI» [eATEJIbHOCTA 4YeJoBeKa. DBbI-
MupaHue, HabIoaeMoe B Hallle BPEMsI, MOJKET Tpe-
BBICUTH IO MaciTab0aM caMble KDPYITHbIE MacCOBbIE
BbIMHpaHus B mponuioM. IIpu aToM BO3MOKHOCTH
TIPOTPECCUBHOM 9BOJIIONUY JIJisI MHOTUX TPYIII OpTa-
HU3MOB, B IIEPBYIO OU€peIb TO3BOHOYHBIX *KUBOTHBIX,
PE3KO COKDANIAIOTCS M3-3a pa3pyuieHusi 6uocdepst
yesoBekoM. OTMmeueHHbIE (AKTOPHI CIIOCOOCTBYIOT
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