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I1poananu3upoBaHbl JaHHBIE 110 QUIIOTeHEeTUKE 1 paHHell 3Bomonnu Cetartiodactyla u mpemioxeHa Mo-
JleJib Ha4aIbHOTO 3Tara ux ucropuu. [lokasano, uro kopHu Cetartiodactyla nnyT K MeJIOBbIM Ha3eMHBIM
Eutheria reHepann30BaHHOTO TUIIA, a IIPEAKOBOM 11T oTpsAmoB Artiodactyla u Cetacea Morja ObITh TUIIOTE-
T4yeckas 6azanbHast rpymiia Cetartiodactyla. iluBeprenuus Artiodactyla-Cetacea n amanTuBHasI pagualiys
Artiodactyla ¢ mossBienueM nmomoTpsamoB Ruminantia, Tylopoda u Suiformes mmpousonui, mo-BUINMOMY, B
JI0B01IEHOBOE BpeMs, paHee 55 MutH. 1.H. MojekyisipHoe cxonctBo Hippopotamidae u Cetacea orpaxkaeT
oOmrHoOCTh mponcxoxaeHus Artiodactyla u Cetacea m aganTanuy K BOTHO cpele.
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BBEJEHHE

M3zydyeHne TeHOMOB COBpeMEHHBIX BUIOB 1 KJla-
MUCTUYECKHNE aHATU3bl MOPGOIOTUN UCKOITaeMbIX 1
COBPEMEHHBIX BUIOB KUTOOOpa3HbiX (orpsnm Ceta-
cea) 1 mapHonaibx (oTpsim Artiodactyla) mpuBenu K
KapAWHAJTbHBIM U3MEHEHUSM BO B3IJISIIaX Ha ITPOMcC-
XOXIEHNE W POJACTBEHHBIE CBSI3U 3TUX OTPSIIOB U UX
Kinaccudukanuo. JaHAbe QUIOTEeHETUYECKUX HC-
CJIeOBAaHUM TTO3BOJJIM TOBOPUTH O OJIM3KOM POI-
ctBe Cetacea u Artiodactyla M BblIeICHUU OTpsiaa
Cetartiodactyla (Montgelard et al., 1997).

Cpenn miekonutarommx Cetartiodactyla — ogHa
W3 CaMBIX MHOTOYHCJIEHHBIX W Pa3HOOOPAa3HBIX
rpynmn. Artiodactyla oObeaAMHSIIOT ITOMOTPSIABI Sui-
formes (cBuHOOOpa3Hbie), Ruminantia (;kBauHbIC) U
Tylopoda (Mo3oneHorue), a Cetacea — Archaeoceti
(npeBHUME KUTHI, Wiau apxeoleThl), Odontoceti (3yda-
Thie KUTHI) U Mysticeti (6e33yOble KuThI). B coBpe-
MeHHoi1 payHe Cetartiodactyla mpeacraBieHsbl 22 ce-
meiictBamu, 6ojiee yueM 130 pomamu u 330 Bugamu
(Cetacea: 12 cemeiicTB, 85 BunoB; Artiodactyla: 10 ce-
MeiicTB, 247 BunoB). bojbiioe pazHooOpasue Ipym-
bl Iej1aeT ee YIOOHO! MOMENbIO I YTOUHEHUST 3a-
KOHOMEPHOCTEI 3BOJIIOLUN M OTPAOOTKM METOMIUK
dunoreHeTUYECKUX aHATTU30B.

CTtuMyJioM K yCMJIEHHOMY M3Y4EeHMIO B HaIlle Bpe-
MsI YYeHBIMM Pa3HbIX CTPAaH POACTBEHHEBIX CBsI3eii Ar-
tiodactyla u Cetacea ITOCIy>X1JIM IBa CEHCALIMOHHBIX
otkpeIThA 1990-x 1. OIHO B 00J1aCTH TTaJICOHTOJIO-
I'MU — HaXOJKM acTparajoB APEeBHENIINX KUTOOOpa3-
HBIX, KOTOPbIE 10 CTPOSHMIO OKa3aJIUCh OJIU3KU K Ta-
KoBBIM Artiodactyla, a npyroe — B 001aCTH MOJIEKY-
JsipHOit Ouosioruu. AHanusbl [JTHK coBpeMeHHBIX

MJIEKOITUTAIOLIMX TToKa3zanu 6iuskoe poactBo Ceta-
cea U coBpeMeHHbIX beremotoB Hippopotamus (Sui-
formes). CxoncTtBo MexXxay KATaMXd M OereMoTamMu
BIIEPBBIC BBISIBUJIM UMMYHOJIOTUYECKHUE TECThI B CE-
penuHe XX B. 3a mocieaHue NSITHAALATh JIET MOJie-
KYJASIpHBIMUA (DUIOTEeHETUKAMHM, OMOJIOTaMH U TTajie-
OHTOJIOTAMHU TIOJIy4YEHO MHOTO HOBBIX MHTEPECHBIX
JaHHBIX.

Mckonaemnie Artiodactyla n Cetacea mpuHamiexxar
K 41cJTy HanboJiee XopoIo n3ydeHHbIx rpyrn. [Tpose-
JIEHO MHOIO CPaBHUTEIbHO-MOP(MOJOTUYECKUX U
MOP(hOGMYHKIIMOHATLHBIX MCCAEIOBAHUN, aHATU3U-
PYIOTCS CBSI3U 3BOJIIOLIMOHHBIX U3MEHEHUI C U3MEHE-
HUSIMU OKPY3KaIOILLIEH cpenbl, 00pa3 >KU3HU, TTUIIEBbIC
U JJOKOMOTOPHBIE afanTalu, CTpyKTypa SMajiu 3y0oB
Y KOCTHOM TKaHU, OCOOEHHOCTH OOUTAHWUS IO COOT-
HOIIICGHUIO MU30TOITOB B 3MAJIA 3yOOB, OpraHbl Cliyxa U’
00OHSHMSI, 0COOEHHOCTH OHTOTeHe3a U OSMOpHOreHe-
3a, YTOUYHSIETCSI cTpaTurpaduyeckoe U reorpapuye-
CKOE€ pacmpocTpaHeHUe. DTU MCCAeNOBaHUS OaloT
BO3MOXHOCTb BBISICHITH POACTBEHHBIE OTHOIIICHUS U
OCHOBHbIE HAITPaBJICHUS 3BOJIIOLIMN, KOTOPbIE OTpa-
JKAIOT ITyTH U 3TAIlbl aAalTalri K pa3IM4YHbIM OUOTO-
1aM U MEHSIIOLIUMCS YCJIOBUSIM CPellbl, IPOTPECCUB-
HOE YCOBEPILIEHCTBOBAHME OAHUX CUCTEM U PEAYKIINIO
OPYrux. 3HAYUTEIBLHO TIOMOJIHWINCH CBEISHUS O
npeBHenmux Artiodactyla m Cetacea. Hecmorpsa Ha
MHOKECTBO OJIECTSIIIMX MCCIIETOBAaHUI U psi CeHca-
LIMOHHBIX OTKPBITUI, EIMHCTBA BO B3IJIsiAaX HA CUCTe-
matuky 1 putorenuto Cetartiodactyla Het. st yrou-
HeHus npoucxoxneHus: Cetartiodactyla u pomcTBeH-
HBIX OTHOIIIEHU MEXIY TAKCOHAMU BBICOKOTO paHTa
TpeOYyIOTCS JaTbHEHIIIE YCUITHS.
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Lenpio HacTosIeit pabOThI OBLIO COITOCTABUTH
pe3yabsTathl puioreHeTu4Yeckux aHanu3oB Cetartio-
dactyla ¢ gJaHHBIMM MO Oa3aIbHLIM TpymnaMm Artio-
dactyla u Cetacea u IIpeaIOKUTh TUIIOTE3Y O IIPOKC-
xoxpaeHuu Cetartiodactyla u poICTBEHHBIX OTHOIIIE-
HUSIX KPYIMHBIX TAaKCOHOB 3TOU TPYIIbI C YyYeTOM
MOJIEKYJIIPHBIX 1 MOPGOJIOTUUECKUX JaHHBIX. Oco-
0oe BHUMaHME yaeJieHO apxauyHbiM Artiodactyla
(Dichobunoidea, Diacodexidae, Raoellidae, Archae-
omerycidae) u Cetacea (Pakicetidae, Ambulocetidae,
Protocetidae) u cemerictBy Hippopotamidae, Gec-
LIEHHBIM OCHOBaM JJIsi PEKOHCTPYKIIUM paHHEW ucC-
topun Cetartiodactyla.

Pabora BeITTONTHEHA TI0 TporpaMmam “IIpobieMbl
MIPOUCXOXASHUS XXKN3HU U CTAaHOBJICHUST Onocdepbl”
u “buonornyeckoe pasHooopasue”, pr NOAIEPKKE
PODOU NeNe 11-04-00933-a, 11-06-12030-opu-m-
2011.

KPATKWH OB30P PE3YJILTATOB
OUIIOTEHETUYECKHNX AHAJIN30B

MonekynspHble aHaau3bl. PoicTBeHHBIC OTHOILIE-
Hus Cetartiodactyla aHaIM3UpYIOTCSI HA OCHOBE U3Y-
yeHUs spaepHOM W MmuToxoHapuanpHou JHK
(MTIHK) coBpeMeHHBIX BUOB U Mpeajiaratorcs ga-
TUPOBKU OCHOBHBIX TUBEPTEHIIUA.

Bce paboThl moka3biBaroT 61mM3koe poactBo Ceta-
cea u Hippopotamidae (=Ancodonta) (Gatesy, 1996,
1998; Montgelard et al., 1997; Shimamura et al., 1997;
Gatesy et al., 1999; Nikaido et al., 1999; Matthee et
al., 2001; Marcot, 2007; Zhou et al., 2011; u gp.).
IIpennomararort, uto Cetacea m Hippopotamidae mme-
JIM CECTPUHCKME OTHOIIEeHUS (T.€. OJmKaiIiero oo-
1Iero mpeaka) u oopas3yroT oauH kKiactep: Whippo-
morpha (Hippopotamidae + Cetacea), mo-apyromy
Cetancodonta nian Cetacodontomorpha (Cetacea +
+ Hippopotamidae). [1epBbie aHaIM3bl LIUTOXpOMA b
(cytb) n Goee moJHBIE COBPEMEHHBIEC aHAIU3bI T10-
Ka3bIBaloT, yTo Cetacea BXoIaT B cocTaB Artiodactyla
(Irwin, Arnason, 1994; Nikaido et al., 1999; Gatesy et
al., 1999, 2002; Matthee et al., 2001; Murphy et al.,
2001; Arnason et al., 2004; Zhou et al., 2011; Hassa-
ninetal., 2012; u 1p.). MHOTHE aHATU3bI IEMOHCTPHU-
pytoT cectpuHckue oTHomeHus1 Cetancodonta m Ru-
minantia (Marcot, 2007; Zhou et al., 2011; Hassanin
etal., 2012; u ap.), T.e. MoHO(pUIMIO K1acTtepa Cetru-
minantia (Whippomorpha, Cetacea 1 Ruminantia).
Cetacea, Ruminantia m Hippopotamus nmMeioT HeKO-
TOpbI€ UACHTUYHbIC, OAMHAKOBO PACIIOJIOXEHHbBIC HA
XpPOMOCOME KOPOTKHE AUCIIEPTUPOBAHHEIC TOBTOPBI
(short interspersel repetitive elements, SINESs), orcyT-
CTBYIOIIIME Y IPYTUX MJIEKOTIMTAIOLINX, BKJTFoUast Sui-
na (cBuHeit) u Camelidae (BepOitonoB) (Shimamura
etal., 1997, 1999; Nikaido et al., 1999).

B kauectBe 6azanbHoil rpynnbl Cetartiodactyla B
pa3HbIx cxeMax BeIicTynaoT: (1) Suina (Matthee et al.,
2001; Hassanin et al., 2012), (2) Tylopoda (Camel-

idae) (Gatesy et al., 1999; Nikaido et al., 1999; Mur-
phy et al., 2001; Agnarsson, May-Collado, 2008;
Zhou et al., 2011; Hassanin et al., 2012) wiau (3) Ty-
lopoda + Suina (Arnason et al., 2000; Gatesy et al.,
2002). AHanu3bl Moka3biBaloT: (1) cecTpUHCKUE OT-
HomeHus Suiformes (Suina) u Tylopoda (Camelidae)
(Arnason et al., 2000; Gatesy et al., 2002); (2) cect-
pUHCKHME oTHolleHUs Suina u Ruminantia (Agnars-
son, May-Collado, 2008) unu (3) oTCyTCTBUE CECT-
pUHCKUX OTHOoImeHMi Suina m Ruminantia (Zhou
etal., 2011).

AHanu3 60JbIINX MAaTPUIL TAET CIAEAYIONINE BapU-
aHTbI pacTojiokeHus (arrangement) TAKCOHOB U KJla-
crepoB Cetartiodactyla:

1. (Suina + Tylopoda) + (Cetancodonta + Rumi-
nantia) (Arnason et al., 2000: mT/IHK 23 Bunos; Ga-
tesy et al., 2002: 51 Bum);

2. (((Tylopoda((Suina(Cetancodonta + Ruminan-
tia))) (Price et al., 2005: 290 Bunos; Marcot, 2007:
16 reHeTMYECKHUX MapKepoOB 216 TAKCOHOB);

3. (((Tylopoda((Cetancodonta(Ruminantia + Sui-
na))) (Agnarsson, May-Collado, 2008, puc. 1: cytb
MTIHK 264 TakcoHOB);

4a. (((Tylopoda((Suina + Ruminantia) + (Hippo-
potamidae + Cetacea))) (Agnarsson, May-Collado,
2008, puc. 2: cytb Mmr/IHK 264 TakcoHOB);

46. (((Camelidae((Suidae(Ruminantia + Cetan-
codonta))) (Zhou et al., 2011: AHK u3 110 oproJo-
ruuHbIX (orthologous, nuclear protein-coding genes)
T€HOB OT 24 BUIOB);

5. (((Suina((Tylopoda(Wippomorpha + Rumi-
nantia))) (Hassanin et al., 2012: nmoJHbIe T€HOMBI
MTIHK (14902 HyKJIE€OTUOHBIX XapaKTePUCTUK)
210 TakCOHOB).

MonekysipHble JaHHBIE XOPOIIO MOATBEPXKIAIOT
moHodunuio Cetartiodactyla ¥ OTHENbHBIX TPYMII
(Ancodonta, Cetacea, Ruminantia, Suina u Tylopo-
da), HO purToreHeTUYECKOe MOI0KEHNE ITUX T'PYIIIT
MeHee oNpeae/IeHHO U Ha pa3HbIX “HauboJiee mapcu-
MOHWYHBIX JIepeBbsIx”’ He coBItamaeT. [IpoTuBopeun-
Bble cUrHaIbl B ocHoBaHuM Cetartiodactyla moJryya-
JOTCSI HE TOJIbKO M3-3a pa3jiuuuii MaTepuaioB U Me-
TOJIOB, HO U M3-3a BHICOKOTO YPOBHSI TOMOTIJIa3UMu,
pa3iuuuii B CKOPOCTH IBOJIIOLIMU PA3HBIX TAKCOHOB,
0COOEHHOCTEW B3SIThIX BHelTHUX Tpynm (Hassanin
et al., 2012), cIOXXHOCTH BBISIBJICHMS TTTyOOKOTO POJI-
CTBa M BO3MOXHOI'O T€HETUYECKOTO CXO/ICTBA aHAJIO-
TUYHBIX aJanTaluii.

ITo monexkynsapubiM naHHbIM (Bayesian relaxed
clock analyses), Hauyano nuBepcudukanm Cetartio-
dactyla Morjio oTHOCUThCI K Meny: 81.12 MiH. JI.H.
(Zhouetal., 2011), 86.8 = 11.5 miH. 1.H. (BD-SOFT)
wiu 142.0 £ 71.3 muH. 1.H. (BD-HARD) (Hassanin
et al., 2012), wiu K ntayieoueHy — 58.6 + 3.2 MiIH. J1.H.
(UNI-HARD) (Hassanin et al., 2012). OtpsimHast 11~
BepcuUKaIIMS TIAlleHTAPHBIX  MJIEKOITUTAIOIINX
rpowu3soiiia npeanoaoxuresibHo 120—100 MiH. J1.H.
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Puc. 1. PoncTtBeHHBIE OTHOIIEHUS KPpYyTTHBIX TakcoHOB Cetartiodactyla 1o TaHHBIM pa3HBIX UCCIIEOBATENIEH.

(Hadges et al., 1996). [luBeprenunu mexmy Tylopoda,
Suina, Ruminantia m Hippopotamidae oxBaTeIBaim
Iepro/ OT IMO3IHEro MeJjia 10 Havasa so1eHa (Arna-
son et al., 2000, 2004; Zhou et al., 2011). CoBpeMeH-
vele ImHMK Cetruminantia, Suina u Tylopoda moriau
BHE3aITHO MOSIBUTHCS 52—57 MJIH. JI.H. (€CJIU YYUThI-
BaTh TOJbKO 3HaueHUust UNI-HARD) wiu B unTepBa-
ne 102.2—57.7 muna. 1.H. (BD-HARD natupoBkm)
(Hassanin et al., 2012).

Knanucrtuyeckue anaimmusbl Mmopdosiorun. /1is1 BbI-
SICHeHUST POACTBEHHBIX OTHOIeHU# B rpymmax Ce-
tartiodactyla, Artiodactyla m Cetacea IIMpoOKO IIpu-
MEHSIIOTCS KJIaJUCTUUECKHE aHaIu3bl MOP(dOJIOTUU
COBPEMEHHbIX U UCKOoIaeMbIX ¢hopM. OTHAKO BOITPO-
col mpoucxoxaeHus Cetartiodactyla, poacTBeHHBIX
OTHOIIEHUI MEXIY KPYMHBIMU TaKCOHAMM U TOJIO-
xkeHus Cetacea penialoTcs HEOTHO3HAYHO U OCTalOT-
CSl aKTyaJIbHBIMU.

WccnenoBaHuss MHOTHX HaJICOHTOJIOIOB-KJIamav-
CTOB TMO3BOJIIIOT MpPEAIiojiarath, 4TO ITapHOMAJbIe
SIBJISTFOTCSI HanboJiee MPUMUTUBHOM IPYIIITON KOMBIT-
HBIX M OTBETBUJIMCh OT BYTEPHEBOT0O CTBOJIA HAMHOI'O
paHble, yeMm kiana Cetacea + Mesonychia (=Cete,
wi Acreodi) (Novacek, 1986, 1992; Prothero et al.,
1988; Thewissen, Domning, 1992; Janis et al., 1998)
(puc. 1). YacTh KIaAUCTUUCKUX aHAIM30B ITOKA3bIBa-
€T OTCYTCTBHME OJIM3KOro poacTBa Mexay Mesonychia
n Cetartiodactyla 1 He moagAep>XUBaeT UX IPUHA-
nexHocTsh K Cetartiodactyla (Thewissen et al., 2001b,
2007; Geisler, Uhen, 2003; Theodor, Foss, 2005; Gei-
sler et al., 2007), npyrue BBISIBISIOT OJIM3KOE POJICTBO
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Cetacea ¢ Mesonychia (O’Leary, 1998, 1999; Luo,
Gingerich, 1999; u np.).

HekoTtopble KiTamucTU4YeCcKUe aHAJIU3bl MOATBEP-
>KIAI0T BO3MOXHOCTb CECTPUHCKUX OTHOINeHu# Ce-
tacea u Artiodactyla (Thewissen, Madar, 1999; Gei-
sler, 2001a, puc. 10A, B; Thewissen et al., 2001b; The-
odor, Foss, 2005; Boisserie et al., 2005a) nyim Cetacea
M IpeBHEWINX a3uaTrckux Artiodactyla (30116 HOBBIX
niau 6onee apesHux) (Luo, 2000). Kimaguctnyeckue
aHaJIM3bl MOKA3bIBAIOT OOIIHOCTH MPOUCXOXKIACHUS
Cetacea ¢ pasHbiMu Tpymmamu — Artiodactyla:
(1) Anthracotherioidea (Rose, 2001), (2) Hippopota-
midae (Geisler, 2001a, puc. 10C; Thewissen et al.,
2001b; Geisler, Uhen, 2003); (3) Entelodontidae niu
Ruminantia (Naylor, Adams, 2001), (4) Anthracotheri-
idae + Hippopotamidae (Boisserie et al., 2005a, b) u
(5) Raoellidae (Thewissen et al., 2007, 2009). Ha kna-
nmorpamMmax Cetacea ¥ OJIM3KOPOACTBEHHAS UM TPYII-
na Artiodactyla 3aHMMAarOT ceCTPMHCKOE TTOJIOKEHNE
OTHOCUTEJNIbLHO Jpyrux Artiodactyla, poacTBeHHbIe
OTHOIIEHUSI MEXIY KOTOPbIMU OMPEAESIOTCS T0-
pazHOMY.

IlepBhlit KpyIHBIA KIaAUCTUUECKUA aHAIU3 CO-
BpEeMEHHBIX 1 HCKomaeMbIX Artiodactyla BeImoTHUIN
A. JIxentpu u JIx. Xykep (Gentry, Hooker, 1988).
OHM CcUUTAIM 3TOT OTPSII CECTPUHCKOU Tpymnmoi
Bcex octaibHBIX Ungulata. KommpioTepHast o6padbor-
Ka 116 xapakTepucTuK 36 TAKCOHOB MPUOIU3UTEITb-
HO OTpa3ujia MOHO(WINIO OCHOBHBIX TMOJOTPSIAOB.
Ha npencrasnennoi kinagorpamme Artiodactyla pas-
BETBJISJIMCh Ha ABe rpyInbl, Bunodontia u Seleno-
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dontia; Hippopotamidae Bo1im B IIepByIO BMECTE CO
MHorumu apyrumu Suiformes (Gobiohyus, Raoel-
lidae, Suoidea u ap.), a Tylopoda n1 Ruminantia ¢ ya-
cThio Suiformes — Bo Bropyro. Hippopotamidae oka-
3aJIUCh 3HAUYUTEIbHO OTIAJICHBI OT OCHOBaHUsI Bun-
odontia. IToroxeHrWe MHOTMX TPYII 3aBUCEIO OT
MHOTOYHCJIEHHBIX PEBEPCUIl TIOJNISIPHOCTU ITpU3HA-
koB (Gentry, Hooker, 1988). bauskoe poactBo Rumi-
nantia u Camelidae BBISIBISIOT U Apyrue KJIaguCTU-
yecKre aHalIu3bl MOPQOJIOTMYECKUX IIPU3HAKOB
(O’Leary, Geisler, 1999; Geisler, 2001a).

B xauectBe OazambHOU (opmbl Cetartiodactyla
niu Artiodactyla Hepeako BeicTymaeT Diacodexis pa-
kistanensis Thewissen et al., 1983 (=Gujaratia pakis-
tanensis) (Gentry, Hooker, 1988; Boisserie et al.,
2005b). Ha HekoTophiX cxeMax B ocHoBaHuu Cetar-
tiodactyla crosit Diacodexis 1 Ruminantia (Boisserie
et al., 2005a).

PasHble BapraHTBI MOJOXEHUS TAKCOHOB U KJIa-
crepoB Cetartiodactyla mosygyaroTcss M1 Ha OCHOBE
KOMOMHHMPOBAHHBIX AHAJIM30B MOJICKYJISIPHBIX 1 MOP-
doyornuecKx JaHHBIX:

1. (Suina + Tylopoda) + (Cetancodonta + Rumi-
nantia) (O’Leary et al., 2004);

2. ((Ruminantia + Cetacea + Hippopotamidae +
+ (Entelodontidae + Suina) + Tylopoda + Diacodexis +
+ Homacodon + Raollidae ..... + Amphimeryx))
(Geisler, Uhen, 2005: 71 TakcoH, 208 mopdomornye-
ckux u 8 021 MoJeKyJISIpHBII IPU3HAK);

3. Camelidae + Suiformes + (((((Anthracotheri-
idae (((Cebochoeridae ((Raoellidae (Hippopotami-
dae + Cetacea)))) + ((Amphirhagatherium (Agrioch-
oeridae + Xiphodontoidea) + Ruminantia))))); aToii
nocjenoBaresibHOCTA TpeaiiecTsyloT Choeropota-
midae, Diacodexis n apyrue apxamyHbie Suiformes
(Geisler et al., 2007: 217 mopdojgorudeckux u
38040 MoaeKyJISIPHBIX TIPU3HAKOB);

4. ((((Camelinae(((Suina((Ruminantia(Cetan-
codonta)))), rue Cetancodonta = (Mesonychia + Ce-
tacea) + (Raoellidae + Hippopotamidae) (O’Leary,
Gatesy, 2008): 43 BeiMepIIUX U 28 COBPEMEHHBIX BU-
IoB, 635 (GeHOTHUIMMYECKUX TPU3HAKOB U Ooee
40000 MOJIeKYJISIPHBIX);

5. (Camelidamorpha + Suinamorpha + Ruminan-
tiamorpha + Cetancodontamorpha), rme Cetan-
codontamorpha Bkinouaer Cetancodonta u 6113Kue
BeIMepiue Buabl) (Spaulding et al., 2009, puc. 2:
33 coBpeMeHHBIX U 48 BBIMEPIMX TAKCOHOB, 661 (de-
HOTUITMYECKUIA 1 46587 MONIEKYISIPHBIX ITPU3HAKOB).

IMonrBepxmaercst MoHopuausa Cetartiodactyla,
Ruminantia u Cetacea, 6i1u3skoe poactso Hippopota-
midae u Cetacea, Ruminantia u Cetancodonta (cm.
Geisler, Uhen, 2005; Geisler et al., 2007; Spaulding
et al., 2009). Yaiiie, yeM B Apyrux (prjioreHeTU4eCKMX
aHajiM3ax, JEMOHCTPUPYETCSI paBHOE POJACTBO MEXIY
nogotpsinamu Artiodactyla u rpynmnoit Cetancodonta.

TTonoxenmne Mesonychia ocTaeTcst HeonpeaejaeH-
HbIM. Ha ogHux cxemax Mesonychia — cecTpuHcKas
wiu npeakosast rpynna Cetacea B coctaBe Cetartio-
dactyla (O’Leary, Gatesy, 2008), a Ha Ipyrux — cect-
punckas rpynna Cetartiodactyla (Geisler, Uhen,
2005). IIpuuyem oba 3TU BaprMaHTa BO3MOXHBI IIPU
aHaJM3€e OJHOM U TOM e MaTPULIbl N3-3a HECTAOUIIb-
HOCTM (HEYETKOCTH) OTHOoILIeHu Mexay Indohyus u
Mesonychia (Spaulding et al., 2009). AHanu3 TOJBKO
UcKomnaeMbix (opM JaeT TPaAAUIIMOHHYIO KapTUHY —
Cetacea He BxoasT B cocTaB Artiodactyla (Spaulding
et al., 2009).

Bua peKOHCTpYKIIMM 3aBUCUT OT BKIIFOUYCHHBIX B
aHaJIN3 TaKCOHOB, IMIPU3HAKOB, TPUHUMAEMbBIX CHTHA~
noMop¢uii, TOMOJOTU M OCOOEHHOCTE “KiIode-
BoIX” (opm. Tak, . ITeitcmep u M. ¥an (Geisler,
Uhen, 2005) oTMeyaloT BIUSIHUE HEYCTOMUMBOTO MO-
JIoXxeHus (xapaktepuctuk) Raollidae Ha mposiBieHue
MHOXECTBEHHBIX ITOJUTOMMM W MOJy4YaeMbId pe-
synbraT. be3 yueta Raoellidae u 18 npyrux nckormae-
MBIX TakKcOHOB (BKmodass Diacodexis) 0Ga3albHBIM
(ctBOJIOBBIM) K Whippomorpha y Hux oka3zancst Ceb-
ochoerus (Geisler, Uhen, 2005, puc. 3). Ha apyroii
Kitamorpamme B ocHoBaHMe Cetartiodactyla momamm Di-
chobunidae + Choeropotamidae + Diacodexidae + He-
lohyidae + Leptochoeridae n Cetruminantia; B mpe-
nmemax Cetruminantia xmactep Anthracotheriidae +
+ Cebochoeridae + Raoellidae ripeamecTBoBa Kiia-
crepy Hippopotamidae + Cetacea (Geisler et al.,
2007).

M3 BbIIIEU3TIOXKEHHOTO BUTHO, YTO (DUJIOTEHETH -
gyeckue aHaim3bl Cetartiodactyla moka maioT JMIIb
NPUOIU3UTEIbHBIE PEKOHCTPYKIIMU POACTBEHHBIX
OTHOIIIEHU! TAKCOHOB BBICOKOTO paHra. [TosyueHue
pe3yJbraTa, KOTOPhIid oTpaxkasl Obl peajbHyI0 (hUIo-
renuto Cetartiodactyla (1 Mammalia B 1ieioM), 3a-
TPYAHSIIOT HEIOJHOTa MaJeOHTOJOTMYECKO JIeTo-
MUCH M HEOOXOIMMOM IeHeTUYeCKOil MHPOpMallin,
HEIOCTAaTOYHAsI NU3YYEHHOCTH MOP(OJIOTHU U 3BOJIIO-
1IMM, OLIMOKM B ONpeAcieHUM CUCTeMaTU4eCKOM
IPUHAIIEKHOCTH OTACIBHBIX (DOPM 1 B PEKOHCTPYK-
OUSX SBOJIOLMM OTOEIbHBIX JUHUI W HETOCTAaTKU
METOJ0JIOTUHN (PUJIOTEHETUKU U COBPEMEHHBIX KOM-
NbIOTEPHBIX METOIOB 00padOTKM AJaHHLIX. IIIpokoe
pacIpoCcTpaHeHNE B BOIIOLIMYI MIECKOIIMTAIOIINX Ta-
KX SIBJI€HUI KaK KOHBEPTeHUMU U TapasieIu3Mbl
3HAUUTEJILHO YCJIOXHSIIOT pElIeHUEe BTOM 3aJayvu.
Bo3HukaioT mpoTuBOpedrsI M U3-3a CyObEKTUBU3Ma
TIpU OoTIpeae/icHU roMoJjioruii. HeompeaeneHHOCTD
pe3yabTaToB, B KaKOW-TO Mepe, SIBJISIETCS U Clel-
CTBMEM “IlymMa” M3-3a MCIIOJIb30BaHUS IIPU3HAKOB
HUBIIMX TAaKCOHOB [JISI aHaJduW3a POACTBA BBICIIUX
TakcOHOB. Ha pe3ynbraT BAUSIIOT U HETOUHOCTH HO-
MEHKJIaTyphbI (UCIIOIb30BaHNE OJHUX U TeX 3Ke Ha3Ba-
HUI IJ151 HETOMOJIOTMYHBIX IIPU3HAKOB 1 HA000POT),
KOTOpbI€ MPUBOIAT K OLIMOKAM B KOAWPOBKE MPU-
3HaKoB. HeoOxommmo pajbHelilee COBEPIIEHCTBO-
BaHME METOIOB 1 0a3 TaHHBIX 1 U3YyYEHUE UCTOPUYIE-
CKOT0 pa3BUTHS OTACIbHBIX TPYIITI.
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IMTPOUCXOXIEHHUE
N OCHOBHBIE HAITPABJIEHUA
BBOJIIOLINN CETARTIODACTYLA

Artiodactyla n Cetacea — Mop(doOI0rMIecKn Xopo-
110 OYepUYCHHbIC TPYIIbI, KOTOpble TPEACTaBISIOT
pa3HbIe 3BOIOLIMOHHBIE HAIIPABIIEHUS U U3BECTHHI C
paHHero soneHa. Cpenn paHHE-CPeAHEI0LEHOBBIX
Artiodactyla ecTb mpeacTaBUTENN BCEX TPEX MOAOTPSI-
noB: Suiformes, Ruminantia u Tylopoda. dpeBHue Ce-
tacea mpuHamIeKaI K ogHOMY ogoTpsiny Archaeo-
ceti. B cepennHe cpeqHero soueHa (~40 MJIH. J1.H.) Ha
cMeHy paHHUM Archaeoceti IpUIILTH TTepBble MOPCKUE
kuTooOpasHeie (Basilosauridae u Dorudontidae)
(Muizon, 2009; Uhen, 2010). DBomtouusi paHHe- U
cpenHesolieHoBbIX Cetartiodactyla mpotekana B Gia-
TOITPUSITHBIX YCJIOBUSIX TEIION OMocdephl B OJIM3KOM
K TPOMUYECKOMY U CyOTPONIMUECKOMY KJIMMATy U CO-
MPOBOXIAJACh 3HAYUTEJIbHBIM YBEJIMYEHUEM Pa3HO-
obpasust MeJIKnX U cpeagHux ¢opm (Averianov, 1996;
Averianov, Erfurt, 1996; Janis et al., 1998; Theodor
et al., 2007; Prothero, Foss, 2007; u np.).

OcCHOBHbBIE HANPABJIEHUSI PAHHEH 3BOIONMH Artio-
dactyla. Artiodactyla —MHorouucjieHHast 1 pa3HO00-
pasHasl TpyIlna MJIEKOMUTAIONUIMX, MPUCIIOCOOJIEeH-
HBIX K OOMTAaHUIO B CAMBIX Pa3HbIX HA3eMHBIX OMOTO-
nax. PanHss sBomolus Artiodactyla mporekaia Ha
doHe muddepeHIUMAINN OUOTOIOB, YBEIMICHUS
pa3HoOOpa3usl pacTUTEIbHBIX (popMalluii 1 OMOTO-
OB, LIMPOKOIO PaCHpPOCTPAHECHUST TTOKPHITOCEMEH-
HbIX. Y MapHOIMaIbIX XOPOIIO Pa3BUTHI 3peHUE, CIYX
n oboHsgHMe. OCHOBHBIE HAIIpaBJIeHUSI UX paHHEHR
3BOJIIOLUU CBsI3aHbI ¢ AuddepeHIanmneir 1 copep-
IIIEHCTBOBaHWEM ajanTalyii K pacCTUTEbHOSIAHOCTH
U JIOKOMOTOPHBIX (PYHKIIMiI, B YACTHOCTH, MTPUCIIO-
cobysieHut K 6ery. Toyok Tesa BIEpen Y Ha3€eMHBIX
MJIEKOITUTAIOIINX OCYIIECTBISIETCS, B OCHOBHOM, 3a
CUeT 3aJHUX KOHEUHOCTEU, a TakxXKe MepeIHuX Ko-
HEYHOCTEeM U crubarebHO-pa3rudaTeIbHbIX IBUXKE-
HUII TT03BOHOYHMKA. Artiodactyla xopolo oTianya-
JOTCH OT IPYTUX MJIEKONMTAIOLIMX, KPOME PaHHUX
Archaeoceti, mapakcoHUeil 3aJHUX KOHEUYHOCTEH U
0COOBIM CTPOEHMEM TOJIEHOCTOITHOTO CyCcTaBa, dHep-
TF€TUYECKU BBITOJHBIM JJIs MOBBIIIEHWSI CKOPOCTHU U
9KOHOMUYHOCTH Oera. AcTparajibl TapHOMaIbIX UME-
10T 1BYOs10KOBO€E cTpoeHue (double pulleyed, ¢ 6110-
KaMmu 114 os tibia 1 os naviculare), a mepegHue u 3a1-
HUE KOHEYHOCTM “TTapaKCOHUYECKHe”, C OChlI0 KO-
HEYHOCTHU, MPOXOASIIE MEXAY OMMHAKOBO XOPOIIIO
Pa3BUTBIMU TPETHUM U YETBEPTHIM MaJIbLIAMM.

Apxetun apeBHeimmx Artiodactyla pasBuics us
reHepann3oBaHHoro tuma MenaoBbix Eutheria (Vis-
lobokova, Trofimov, 2002). Ha 3T0 yKa3bIBalOT OCO-
OEHHOCTH CTPOCHMS Ueperna, 3yOHON CUCTEMBI U CKe-
Jera. Y psima OpeBHEWIMX MapHOITAIBIX TepeaHre
KOHEYHOCTH OJIU3KU K TIPUMUTUBHOMY Me3aKCOHU-
yecKoMy TUMy (¢ 0ojiee pa3BUTHLIM TPETHUM Iailb-
IIeM), a Ha acTparajie UMeeTcsl “TIaHTapHBINA~ OJIOK
i1 os calcaneus. B ocHoBaHuu oTpsina Artiodactyla
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MOTJIM CTOSITh MEJIKME “HaceKOMOSIAHO-PACTUTEIIb-
HOSITHBIE” (DOPMBI, OT KOTOPBIX ITPOMU30IIE]I IIUPO-
KM CIEKTP PACTUTEIbHOSIHBIX, CMEIIaHHOSIIHBIX 1
BCeSIAHBIX Ha3eMHbIX (pOpM, a Takke HEMHOTHUE IMO-
nyBomHbie. Ruminantia, Suiformes n Tylopoda mpen-
CTaBJISIIOT TPU pa3HbIC BBOJIOIMOHHBIC BETBU, IO-
SIBUBIIMECS B pe3yJibTaTe paHHEW paauaiiiu oTpsiia
Artiodactyla. CxoncTBo MexXay HUMM YHACJIEOOBaHO
OT OOIIMX MPEIKOB Y YACTUYHO MTPUOOPETEHO B XOJe
napajiefbHbIX afanTaluii K OJM3KUM YCIOBUSM
cpenbl. OTIMYUS MEXTY STUMU BETBSIMU XOPOILIO Bbl-
paXeHBI yKe y paHHe- U CPeIHEeI01IEHOBBIX BUIOB U
MPEKPACHO BBISBISIOTCS Ha MPEACTABUTEIbHOM KC-
KomaemMoM Martepuaie (4deper, 3yOHasi cucTeMa,
MOCTKpPaHUAJIBHBIN cKeaeT). s Kaxkaoro moaoTpsi-
Jla XapaKTepHbl omnpeaeeHHble HA0OPhI KIIIOUEBBIX
npr3HaKoB. MeHee 4eTKylo KapTUHY AaeT MCCIea0-
BaHUE (PparMeHTOB YEJIIOCTe WJIM U30JUPOBAHHBIX
3y0OB M3-3a 0OJILLIOrO pa3HooOpa3us popM, coxpa-
HSIIOIIErocs y MHOTMX apxXauuHbIx Artiodactyla cxon-
CTBa C UCXOJHBIM TUIIOM M MHOTOUYMCJICHHBIX Mapali-
JIJIM3MOB, B YaCTHOCTH, B Pa3BUTUU CEJIEHOJOHT-
HOCTH, JTO(POTOHTHOCTH M APYTUX OCOOEHHOCTEN
MPOTPECCUBHON MOJISIpU3allMUA  IIEYHBIX 3y0OB.
IMonmoTpsiaHass npuHAIEKHOCTD psaa popm (Hamp.,
Irrawadymeryx), omnmcaHHBEIX IO TaKuUM (pparMeH-
TaM, ocTaeTcsl HeompeneiaeHHoi. s Artiodactyla
XapakKTepHbl TJIaCTUYHOCTh U MapaljieJibHble U3Me-
HEHUSI 9K30COMaTUYECKUX OPraHOB B Pa3HbIX IPYII-
nax. Knaguctuyeckuii aHain3, MIPOBEACHHBIN C UC-
MOJIb30BAHUEM JIMIIIb TTPU3HAKOB 3y0OB, 4acTO AAeT
UCKaXXEHHY10 KapTUHY POACTBEHHBIX OTHOIIIEHUI. B
KaxXJIOi U3 OCHOBHBIX BeTBel Artiodactyla Hapsioy ¢
aJaNTUBHBIMU CYIIIECTBOBAJIM U MHANANITUBHbIE Ha-
npasieHus sBoonun (Kowalevsky, 1875), a Hapsimy
C OCHOBHBIMU (Te€HepaJIbHbIMU) — O0KoBbIe. Heko-
Tophie Suiformes, aganTUpoBaHHBIE K BOOTHOMY O0-
pasy xusHu (Hippopotamidae, yacte Raoellidae),
MMeJIM 4epThl cxoAcTBa ¢ Archaeoceti. st BbIsIBIIE-
HUS POJICTBEHHBIX OTHOLIIEHUN (AMBEPTEHIINIA) MEX-
Iy OTpsiIaMU U MOJOTPpsSiAaMU HAMOOIBIIINI UHTEPEC
MPEICTABIISIIOT paHHUE TIPEACTaBUTEIN TeHEePaTbHBIX
HalpaBJICHUMN.

JpeBHeline mapHoMNaable TeHepaIn30BaHHOTO
TUIA U3BECTHBI U3 A3uK. DTO MpeKpacHO MpeacTaB-
JICHHbIE B MCKOITAaeMOM cCOCTOSIHMM Archaeomery-
cidae cpenn Ruminantia u Dichobunidae u Diaco-
dexidae cpenu Suiformes. U3 A3uu B paHHEM U cpeli-
HeM 2olleHe Artiodactyla paccensiiucs B EBpony n
AMepuKy, Tae hOpMUPOBAIOCh MHOTO 3HAEMUYHBIX
dopm. B obnuke u crpoeHun Archacomeryx u paH-
Hux Suiformes A3uu (Diacodexis, Gujaratia, Chor-
lakkia, Jiangsudon) coxpaHsIJIOCh CXOJICTBO C apXand-
HbIMU MeJtoBeIMU Eutheria (puc. 2, 3). Archacomeryx
u Diacodexis Ob11M HEOOJIBIIMMMU 3BEPSIMU, C JOCTa-
TOYHO KOPOTKOI MOPIO, MATUNAJIBIMU NEePEIHUMU
W YeThIpEXITaIbIMU 3aJHUMU KOHEYHOCTSIMU U IJIMH-
HbIM XBOCTOM.
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prd prd

“Diacodexis” pakistanensis

P2 wiu P?

Himalayacetus sabathuensis

Lo

Diacodexis

Jiangsudon Elaschitotherium
shanghuangensis crepatarus
M2-M3 0 3mMm

; b

Indohyus

dacetku pa
CTUPaHUS

Pakicetidae

Pakicetus attocki P. inachus

Puc. 2. 3y6n1 apxanunbix Cetartiodactyla (mo Bajpai, Gingerich, 1998; Vislobokova, Trofimov, 2002; Metais et al., 2008; Thewis-
sen et al., 2009). O603HaUYeHUS: O — KOCOU KPUCTUI, end — SHTOKOHU]I, me — METaKOH, mecl — METaKOHYJIb, med — MeTaKo-
HUJ, iy — TUNIOKOH, /iyd — TMNOKOHNUA, Ayld — TMIIOKOHYIIUIL, pa — IapaKkoH, pacl — napakoHyJb, pro — IIPOTOKOH, prd — NMpo-

TOKOHU/I.

ApxanyHoe XkBauHoe Archacomeryx optatus Mat-
thew et Granger, 1925 (pa3MepoM ¢ KOIIKY) U3 Cpea-
Hero 201ieHa KuTas mpeacTaBiisur 0coOBIi OMOI0TH-
YeCKHUI THII, TTEPEXOIHbIN OT HACEKOMOSITHOCTU K
PACTUTEILHOSIAHOCTU U OT IPUMUTUBHOIO PUKOIIIE-

TUPYIOIIETO MPbIKKA K MPELKKOBO-CKOPOCTHOMY Oe-
ry, TunmaHomy mist Tragulidae, Moschidae m MHOTHX
onieHeil. Ot apxanuHbix Eutheria Archaeomeryx yHa-
ciaenosan (1) ciaboe ynjiMHEHUE JIMIIEBOrO OTea,
(2) ocoO0eHHOCTH HOCOBOIO OTBepcTUs (0e3 Xxapak-
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Rodhocetus

Pakicetus

|

!

Os naviculare

v
Pakicetidae: Rodhocetus

0 IcMm

Diacodexis

OICM
[

Indohysus Archaeomeryx optatus

Os naviculocuboideum

v

Puc. 3. Crona u actparan apxanunbix Cetartiodactyla (Archacomeryx, Rodhocetus, Diacodexis, Indohyus, Pakicetus).

TepHOro 1jisi Oosiee mMo3mHMx Ruminantia BeICTyHa-
HUSI KOHIIOB HOCOBBIX KOCTEM BIiepen), (3) 61m3Koe K
TpUOOCHEHNYECKOMY CTPOSHUE BEPXHUX KOPEHHBIX
€O cJ1abo pa3BUTBIM METAKOHYJIEM U 6e3 TUIIOKOHA,
(4) BepxHUE pe3libl, CPABHUTEIBHO BBICOKHME MpPEI-
KOpEeHHBbIE, (5) MPUMUTUBHOE CTPOSHME dMajii 3y0OB
" (6) dIIeMEHTHI CTOMOXOXKACHUS B TIEpeaHel KOHEeU-
Hoctu (Vislobokova, Dmitrieva, 2000; Vislobokova,
Trofimov, 2002). CeJleHOIOHTHOCTb, JOpPCOBEH-
TpallbHbII U3r10 GA3UITOAUSI, CIMBIIMECS magnum U
trapezoidum, HavanbHBIC cTagTU GOPMUPOBAHUS OS
malleolus u gpyrue nporpecCuBHbIE IIPU3HAKUA 3TOTO
TUIa ObLUIM YHacenoBaHbl Pecora.

1 paHHEro U1 0COOEHHO IIJIsl CPpeIHero 301eHa
A3um xapakTepHa mmpokast nuddepeHumaisa Sui-
formes. Bce paHHe- u cpeaHesoleHOBBIe Suiformes,
U3BECTHbIE B OCHOBHOM IT0 (pparMeHTam JeatocTeit u
3y00B, OTJIMYAJIUCh 3HAUYUTEJbHBIM pa3HOOOpasreM
CTpoeHUs1 3yO0OB (OT OYHOIOHTHO-CEJISHOIOHTHBIX
J10 OYHOJIOHTHO-CY0J10(hOIOHTHBIX), U OOBIUHO Mpe-
Bocxomm Ruminantia u Tylopoda o yuciay Oyrop-
KOB Ha BEpXHMX KOPEHHBIX (10 5—6) 1 IPUCYTCTBUIO
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JIOTIOJIHUTEJIFHBIX OyrOopKOB Ha HYKHMX. Ha BepxH1X
KOPEHHBIX, KPOME TpeX OCHOBHBIX OYyropKoB (I1apa-
KOHa, MeTakoHa M MPOTOKOHA), HEePeIKO TIPUCYT-
CTBYIOT ITapaKOHYJIb 1 METaKOHYJIb Y TUIIOKOH, a Ha
HMXXKHUX KOPEHHBIX, KPOME YeThIPeX OCHOBHBIX OYy-
ropkoB (MeTakoHHUJa, TapakoHWIa, SHTOKOHUIA U
TUIIOKOHU/IA), — MapaKOHMI 1 TUITOKOHYIN . Jlaxe y
npepHenniero Tsaganohyus pecus Kondrashov, Lopa-
tin et Lucas, 2004 u3 HU30B cpeIHero 30licHa (Iayka
bymb6an cButbl Hapan-bynak) MoHroanmu Ha HIDK-
HeM M!, KpoMe 4eTbIpexX OCHOBHBIX OYTOPKOB, €CTh
nepemHuil M 3agHuii Oyropku (paraconid m hypo-
conulid: Kondrashov et al., 2004).

¥ Bcex Suiformes magnum u trapezoidum nmpumu-
TUBHO He cimThle. bimskue Kk TpmubocheHmdecKumM
BEpXHUE KOpeHHBIe 3yOnl n1ruakoaekcua Diacodexis
Jiangsudon u3 cpenHero soneHa Kurast u nuxo0yHO-
naeit Gujaratia pakistanensis (Thewissen et al., 1983)
(=Diacodexis pakistanensis) u Chorlakkia hassani u3
cpenHero solieHa Ilakucrana u Kwutasg He uMenu
paciIupeHusT TMHTBAJIbHON CTOPOHBI KOPOHKHU K3a-
JIN, BBIPasKeHHOTO Y MHOTHUX 00Jiee MPOrpPeCcCUBHBIX
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Suiformes ¢ pa3BUTBIM TMITIOKOHOM, B TOM YHCJIC U3
Esponibl 1 CeBepHoil Amepuku (Thewissen et al.,
1983; Kumar, Jolly, 1986; Metais et al., 2008). Toabko
y camoro apeBHero Diacodexis — D. antunesi Estravis
et Russel, 1989 (MP7) u3 HuxHero soueHa I[Topryra-
JIMM TUIIOKOH JIMIIIB ¢J1a00 HaMe4eH, a TUITOKOHYJIU/
o4YeHb MayieHbKUil. [1o 0COGEHHOCTSIM TMTAaHUS U
JIOKOMOLIUM 3T paHHHUe Suiformes ObLIM OIM3KHU K
TparyivuHaM Tuma Archaeomeryx. CXoICTBO ¢ apxa-
WYHBIMU XKBAYHBIMU BBISIBIISIETCSI U Y PAHHUX MPE-
cTaBUTEJIENW JAPYrux OoJsiee crenUuaTIu3upPOBAHHBIX
rpymn Suiformes (Raoellidae, Anthracotherioidea). ¥
Raocllidae BepxHUEe Cy0I10(MOIOHTHBIE KOPEHHBIE
NPUMHUTHUBHO 4YeThIpexOyropdareie. JpeBHenmmin
npencraButeab Anthracotheriidae — Siamotherium
krabiense 13 cpegHero soueHa Tanmanga 1 MbSTHMBI
(bupMbl) uMmen ngTUOyropyaTble OYHO-CEJIEHO-
JIOHTHBIE BepXHUE KOPEHHBIE U ObIJT MEJIKOM JINCTO-
ssmHo-TUIoHosiAHoMi (folivorous-frugivorous) necHoii
dopMOIi, OJIM3KON IO IKOJOTUM K COBPEMEHHBIM
Tragulidae.

IIpoucxoxxknenue Artiodactyla. OcoGeHHOCTH
Mopdosiorun apeBHelnmx Artiodactyla cBuaeTeb-
CTBYIOT O TOM, 4TO Artiodactyla 6epyT HaJaio oT ap-
xanyHbIx Eutheria m OTBETBMJIIMCH OT BYTEPUEBOTO
CTBOJIA paHbIIIC, YeM TTO3THEMEOBbIE apKTOLIMOHU-
nel Protungulatum (Novacek, 1986, 1992; Prothero,
1993; Janis et al., 1998; Vislobokova, 1998, 2001; Vis-
lobokova, Trofimov, 2002). KopHu oTpsima yxonsT B
MeJ, Kak v npennoiaraiv B.O. KosaneBckuii (Kow-
alevsky, 1873—1874, 1875) mu B. Mbatbeio (Matthew,
1929, 1934) u 0 yeM CBUIETEJILCTBYET PSI LIUTOTCHE -
TUYECKUX U MOJEKyJISIpHbIX aHanu3oB (Todd, 1975;
Shimamura et al., 1997; Zhou et al., 2011; Hassanin et
al., 2012). IIpuaumaemast MHoruMu runore3a JI. Ban
Banena (Van Valen, 1966) o mipoucxoxmeHUn Artio-
dactyla OoT apKTOLMOHUI JaHHBIMU CPaBHUTEIBLHOM
MOPdOSOTUN HE TTOATBEPXKIAETCS.

OcHoBuble HanpasjeHus 3omonun Cetacea. B
nporecce aBojonnu Cetacea MPOLLIM MYTh OT IPEB-
HUX MEJIKMX MOJIYBOJHBIX Ha3eMHBIX (DOPM J0 KPYII-
HBIX COBPEMEHHBIX OOMTaTeieli MOpeil M OKeaHOB
(kuThl, nenb(UHBI U MOpPCKUE CBUHBU). I1o cBoeMy
00JIMKY U CTpOoeHHIo coBpeMeHHbIe Cetacea oTnya-
FOTCS OT BCEX APYTUX MJIEKOITMTAIONINX 1 TIPEeKPacHO
amarTUPOBaHBI K BOTHOM cpene. Yepen y HUX CHIIbHO
W3MEHEH, a TeJI0 MMeeT o0Tekaemyto opmy. [1azHu-
ITBI PACITOJIOKEHBI BEICOKO Ha Yeperie M CBEPXY CHITb-
HO TTePEeKPBITH JIOOHBIMU KOCTSIMU. 3BYK BOCIIPUHU-
MaeTcsl U3 BOAHOWM cpedbl TOJCTOCTEHHBIMU Oapa-
GaHHBIMU IY3BIPSIMU, CPaAIllEHHBIMU C KaMEHHCTOM
KOCTbIO0. B oT/imume oT npeBHUX KUTOB, Y COBPEMEH-
HBIX KUTOB TOUTHU WJIU MOJHOCTBIO UCUYE3TU OOOHSI-
TeJIbHbI€ PAaKOBUHBI B HOCOBOW TOJIOCTU U OOOHSI-
TeJbHBIE O MO3Ta. ¥ COBPEMEHHBIX KUTOB OCHOB-
HOU opraH IIpOABMKCHMHA TEJIa BIICPEA — XBOCT,
KPECTLOBbIE MO3BOHKNA MOAMMUILIMPOBAHbBI, 3adHUE
KOHEYHOCTH YTpadeHbl WM CHJIBHO PEayIIMPOBaHBI,
BCE€ CYCTaBbl KMUCTHU IIJIOCKHE, ITOYTU HCITOABM>KHBIC,

YuCa0 (pajaHT BTOPOTO U TPEThEro MajbleB MHOTIA
yBeaudeHo. KocTu KOHeUYHOCTei KUTOB C BhIPaXKeH-
HBIM OCTEOCKJIEPO30M (YTOJILEHHBIM KOPTEKCOM). Y
SMOPHOHOB COBPEMEHHBIX KUTOB (AeIb(OPUHOB) Ue-
pern uMeeT HopMaJibHOE JJIs1 MJIEKOTTUTAIOIINX CTPO-
€HUe U MPOSIBIISIOTCS HavyallbHble CTaauu (OpMHUPO-
BaHUS 3aaHNX KoHeuHocTel (Thewissen et al., 2009).
Pannue Archaeoceti O6butn XuIHUKaMU. OOJIMKOM
OHV HEMHOIO ITOXOIW/IN Ha JAPEBHEMUIINX MMapHOIa-
JIBIX U COXPAaHSIJIM HEKOTOpHIE amalTalnyd K oOuTa-
HUIO Ha CcyllIe, HO ObLIY KPYITHEE U CIIeIMaIu3upoBa-
HbI K MOJYBOIHOMY U BOJHOMY 00pasy >KU3HU. Ar-
chaeoceti ObLIM pa3HOOOPA3HBI B 301I€HE U BHIMEPJIN
okoJio 37 maH. 1.H (Bajpai et al., 2009). ITocinemosa-
TEJIbHBIN psii TIPeKPacHbIX HAXOJOK paHHe-CpeaHe-
3011eHOBLIX (popM u3 [Nakucrtana u Muaum mokaszan
TpaHcopMannio Archaeoceti B HaCTOSIINX KUTOB
(Thewissen et al., 2001a, b, 2009; Gingerich et al.,
2001, 2009).

Pakicetidae. IlakuueTuabl OBUIM XMILMHUKAMU
NpUOPEXNil SIMMKOHTUHEHTAJIbHBIX MOpeil Ha MecTe
mops Teruc mexxny EBpasueii m Muno-Ilakucranom
(Gingerich et al., 1983). OHu, BO3MOXHO, ITUTAINCH
PBIOOI ¥ MOTJI OPOOUTH IT0 THY MEJIKMX IIPECHOBOI -
HbIX BomoeMoB (Bajpai, Gingerich, 1998; O’Leary,
Uhen, 1999; Thewissen et al., 2001). Knagucruue-
CKMIi1 aHaJINU3 I10Ka3aJl UX POJACTBO C IMapHOIIAILIMU
(Gatessy, O’Leary, 2001; Thewissen et al., 2001; Gei-
sler et al., 2007). IIpeanonaraloT, 4TO MaKULECTUIbI
YHacJieoBaIu ITOJIYyBOOHEBIN 00pa3 Xku3Hu oT Raoel-
lidae, HO OobIIIAsE TPUMUTHUBHOCTD 3yOHOI CCTEMBI
1 pSII APYTUX 0coOeHHOCTe MOPGhOJIOTUU TIPOTUBO-
pedat 3Toi runore3e. [pynnbl mpuHamIeKaT K pas-
HBIM 3BOJIIOIIMOHHBIM JIMHUSIM, Pa30IIEAIIMMCS, I10-
BUIMIMOMY, 3a0JITO 0 S0lIeHA.

V Pakicetus attocki 13 HmKHero 3011eHa popma-
uuu Kynpmana (Kuldana Formation) ITakucraHa,
pa3MepoM C BOJIKA, ObLIM OYeHb JJIUHHBIE JTULEBOM
OTAEN W HVXKHSISI YeTIOCTh, JUIMHHBIC KOHEYHOCTH U
JJIMHHBIN XBOCT, TIPU3HAKW BOJHBIX XKUBOTHBIX (110-
JIOXXEHHE OpOUT OJIM3KO K KPBIIIEe Yeperna, COOTBET-
CTBYIOIIIEE COOTHOIIIEHNE MU30TOIIOB B 3y0ax, OCTEO-
CKJIEPOTUYHOE CTPOCHME KOCTE KOHEYHOCTEei) M
TUNUYHOe 1JIst KUTOB involucrum (Thewissen et al.,
2001; Madar, 2007). 3yObl makuIIeTUI OOCTATOYHO
MIPOCTBIE, C BELICOKMUMU OCTPHIMU OyropkKamu, paszie-
JICHHbIMU TJIyooKMMU goauHKamu (Gingerich, Rus-
sel, 1981). Bepxaue kopeHHbIe y Pakicetus ¢ Tpems
3a0CTPEHHBIMU OYyTrOpKaMu: KPYITHBIMU TPOTOKOHOM
U TIapaKOHOM M HEOOJBbIIUM METaKOHOM; HUXKHUE
KOpEHHBIE C MACCUBHBIM TPEYTOIbHBIM ITPOTOKOHHU-
oM 1 mpocThiM TajoHuaoM (Gingerich et al., 1983).
Himalayacetus subathuensis Bajpai et Gingerich, 1998
n3 HIKHero soueHa ¢opmanmuu Cybaty (Subathu
Formation, ~53.5 muH. j1.H.) MHAUM nMen BBICOKUE
(“xumHnueckue”) M, u M; (Bajpai, Gingerich,
1998; Roe et al., 1998). Takoe cTrpoecHUE 3yOOB ITaK1-
LETUJI, TOBOPUT O TOM, UTO UX MPEIOK ObLT OJIIKe K
reHepaju3oBaHHOMY TuIly MmeJsioBbiXx Eutheria, yem
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n3BeCTHBIE npeBHelmme Artiodactyla. ITakuneTnmsr
COXpaHWJIM TIPU3HAKY aJanTalliu K Oery 1 rmapakco-
HuUdeckue KoHeuHocTu (Madar, 2006). C Artiodactyla
MX COMMKAOT NBYOJIOKOBBIM acTparajl M IISITOYHas
KOCTb C JUIMHHBIM OYIrpoOM M Yy3KOIl KOCO CUJSIIEHR
GudynsipHoii daceTkoit. OT OoJiee MO3THUX KUTOB
HaKUIETUI OTINYAI0OT CBOEOOpa3HOE ITOJIOXKEHHE U
JlopcajibHOE HallpaBJieHWe TJIa3HUII, TOJ0XEHUEe HO-
COBOTO OTBEPCTHUS Ha IIepeIHEeM KOHIIE MOPAbI, IPU-
CYTCTBME HAATJIA3HMYHOIO KaHajla U CJIE3HOTO OT-
BEPCTUS, PsIA OCOOEHHOCTEH CTPOSHUS YIITHOM 001a-
CcTU, HeOoJIbIIMEe pasMepbl HUXKHEYETIOCTHOTO
oTBepcTus (KaK y He3eMHBIX MJICKOIIMTAIONINX, a He
y OoJiee MO3MHUX KUTOB). AJanTalluu K BOCIIPUSITUIO
3ByKa IOl BOAOW y MaKULIETU O4YeHb ciiabbie. Bos-
MOXHO, OHM MOIJIM BOCHIPMHMUMATh BUOpALIIO CyO-
cTpaTa Uu 3ByKOB MPU HU3KOM MOJIOXKEHUU TOJIOBBI
WJIM KOHTaKTe ¢ 3eMiiel (ground). Y makuueTua HeT
BO3AYIIHBIX YIIHBIX CHUHYCOB, KaMEHMCTasi KOCThb
(petrosum, periotic) ciabo ciuTa ¢ OKpyXaroluMU
KOCTSIMHU, XOpOIII0 pa3BuTas fossa m. tensor tympani
TOBOPUT O MpUCYTCTBUM Os malleolus 1 MeMOpaHbI
(Gingerich et al., 1983; Thewissen et al., 1996, 2001b;
Luo, 1998).

Ambulocetidae. biimskue x makunerumaMm, Ho 60-
Jiee KpyIrHbIe (pa3MepoM ¢ MOPCKOTO JibBa) aMOyJio-
HETUIBI, SKUBIINE OKOJIO 48—49 MITH. J1.H., TOXOIWIHA
Ha KPOKOAWJIOB M OBLIM JOCTATOYHO aKTHBHBIMU
MOPCKMMU XUITHUKaMU. JIulieBoii oTaes yeperna y
HUX OUYeHb JIJIWHHBIN, TJla3a CMOTPEIU B CTOPOHBI,
HIYDKHSIS YeJIIOCTh IIMHHas 1 Hu3Kasg (Numella et al.,
2006; Thewissen et al., 2009). AMOYJTOLIETUIBI TTIJ1aBa-
JI1 C IOMOIIBIO MOIIHBIX 3aIHMUX JIall, C JOPCOBCH-
TpaJabHBIMU “MaxaMu”’, 1 MOIITHOTO, THOKOT'O XBOCTA.
Kucth 1 cTona y HUX CUJIbHO yBeaudyeHbl. Kucrth
uMeJia MATh UIMHHBIX MajiblieB, a ropasio 0oJiee
KpyItHas ctona — 4yeThipe. [lepBast u Bropas ¢aiaHru
YIUTMHEHBI, 0COOCHHO Ha 3aAHUX KOHEYHOCTSX. JIarbl,
BO3MOXHO, UMenu TnepernoHku. CkeneT Ambulocetus
COXpaHsSIET HEKOTOPbIE 0COOEHHOCTH Ha3eMHBIX Oera-
IOIIMX M TIPBITAlOIIMX MJIEKOITMTAIOIIMX (TapHomMa-
abix) (Thewissen et al., 2001b): monmaTka ¢ GoabIION
HagoCTHOU siMKoI (fossa supraspinata) 1 MaJeHbKUM
aKpOMUOHOM, TIJIedeBasi KOCTh Oe3 crista deltopectora-
lis, KpecTell U3 YeThIpeX MOYTU CIAUTHIX ITO3BOHKOB,
OoJiblIeOepLIOBast KOCTh JJIMHHASI ¢ KOPOTKUM rped-
HeM tuberositas tibiae 1 “apTHOTAKTUIIBHBIN TOJICHO-
CTOMHBINA CYCTaB.

Protocetidae. bGosnbilioe 3HaueHue st TTIOHUMA-
HUSI DBOJIIOLIUM KUTOB MMEIOT TaHHBIE O MOPdOJIO0-
ruu Artiocetus clavis Gingerich et al., 2001 u3 ITaku-
crana (47 muH. 1.H.) 1 Rodhocetus balochistanensis
Gingerich et al., 2001. B 3aruttocHe cuboid 1 navicular
pasnenbHble (Artiocetus clavus: Gingerich et al.,
2001). Kucts Rodhocetus 6;1m3Kka K reHepain30BaH-
HOMY TIJIaHY MEJIOBBIX IUIalleHTapHbIX, Kak 1 y Dia-
codexis 1 paHHux aHTpakotepuouneit (Rose, 2001).
Ona maTunanas, Me3akCoHHasl, ¢ 0ojiee pa3BUTHIM
TPEeTbUM TTaJIblIeM, 3arsICThe CIa00 BBITHYTO, C ace-
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pUaJIbHBIM IIOJIOXXEHMEM KapIaJbHBIX KOCTEH, Tpe-
TbU (pajlaHTU KOIbITLeoOpa3Hble. CTora mapakco-
HUYecKasl, C HEOOBIYHO NIMHHBIMU II€PBLIMU U BTO-
peIMHU  (paymaHTaMm, OOJIBIIIe TIPHUCITIOCOONCHA s
obutaHus B Boze, yeM Ha cyuie (Gingerich et al.,
2001). ITpucyTcTBUE KIIOUULIBI U TPETHETO TPOXaHTE-
pa Ha 6eIpeHHOI KOCTU TOBOPUT O OOJIbIICH TPUMK-
TUBHOCTHU TI0 CPaBHEHUIO ¢ U3BECTHBIMU ApPEBHEI-
My napHonaiabiMu (Rose, 2001). Ha cyme Rodho-
cetus mepenBuUrajcs Ha KOIIBITHBIX (payaHrax
BTOPOTr0, TPETHETO U YETBEPTOIrO MaJbLIEB MEPETHUX
KOHEYHOCTEM UM IUIAHTAPHOM TMOBEPXHOCTU 3adHEN
KOHEYHOCTH.

O npoucxoxaennn Cetacea u ux poacrtse ¢ Artio-
dactyla. He BrI3bIBaeT coMmHeHuit, yto Cetacea Impo-
M30IILIM OT Ha3deMHBbIX MiekonuTtatomux (Gingerich
etal., 2001; Thewissen et al., 2001; Bajpai et al., 2009).
Jx. CumricoH (Simpson, 1945) cuuran Cetacea oco-
0oii, abeppaHTHON I'PyNIO MJIEKONUTAIOIINX U O~
Jiaraji, YTo OHM OTolLIU OT cTBoJsia Eutheria oueHs pa-
HO, TIO-BUAUMOMY, B MeTy. COBpEMEHHbIE MAaJIEOHTO-
JIOTUYeCKHEe JaHHbIC TTOBBIIIAIOT BEPOSITHOCTb 3TOM
TUIOTE3bl U onpoBepraroT runoresy JI. Ban Banena
(Van Valen, 1966) o nipoucxoxaenun Cetacea oT Me-
sonychia i1 odeHb OJIU3KOM POACTBE C HUMU, a TaK-
Ke runoTesy o mpoucxoxaeHuu Cetacea ot Artiodac-
tyla. CxonctBo Cetacea ¢ Mesonychia, apxanqHbIMU
XUILIHBIMU KOTIBITHBIMU, CKOpEe BCEro, KOHBEPIreHT-
Hoe. Mesonychia — nHaganTUBHAs TpyIina, HE UMEB-
111251 OTHOIIIEHUS K TeHEPpaIbHBIM HaIMpPaBIEHUSM 3BO-
Jrouuu, mpeacrapiieHHbIM Cetacea 1 Artiodactyla.

Briepsrie o poactee Cetacea u Artiodactyla nase-
OHTOJIOTU BCEPbE3 3arOBOPUJIM T1OCJIE HAXOMOK 3ajl-
HMX KOHEYHOCTeM paszHbix Archaeoceti (Thewissen
et al., 1998, 2001a; Thewissen, Madar, 1999; Ginger-
ich et al., 2001, 2009; Rose, 2001) 1 HOBBIX HAXOJOK
Suiformes cemeiictBa Raoellidae (Thewissen et al.,
2007). CxoncTBO B CTPOEHUM KOCTEM 3arIlOCHBI
(acTparajia, KyOOBUIHOM U IISITOYHOI) MAapHOITATBIX
M 501IeHOBBIX Archaeoceti 3acTaBUIIO HEKOTOPHIX TTa-
JICOHTOJIOTOB MPpU3HAaTh, YTo Cetacea IMIPOU3OIIIU OT
Artiodactyla (Gingerich et al., 2001; Rose, 2001;
Thewissen et al., 2009) u maxke IpPeaIIOJIOXUTb, YTO
npeaku Cetacea MOXOOWIM HA COBPEMEHHBIX OJICHb-
koB Hyemoschus (Thewissen et al., 2009).

Mopdonornuecku u 1o odpasy xku3Hu Archaeo-
ceti oTmyanuch OT ApeBHUX Artiodactyla m Heco-
MHEHHO TIPEJICTaB/IsiId 0cO00€ HaIlpaBJIeHUE 3BO-
monuu. Archaeoceti UMenM TUMMWYHBIE TSI KMTOB
annoMopduu. [Tpr3Haku cXoacTBa C TeHepaTM30BaH-
HBIMU MenoBbIMHM Eutheria m apxanmaabeimu Artiodac-
tyla coueTaloTCsl y HUX C “KUTOBBIMM MpU3HAKaMU
(B TOM 4HCJIe B CTPOEHUM 4Yeperna U KOHEYHOCTeM ).
Pa3Butue xumiHuueckux amamnrauuii y Archaeoceti
Je/laeT X TIOXOXMMHU Ha APYTUX XUIITHBIX MJICKOITU -
TalolIMX, OCOOEHHO NpUMUTUBHBIX (Mesonychia).
ITo MHOrMM TIpU3HaKaM 3yOHOI CUCTEMBI U acTpara-
Ja Archaeoceti ObIJIM IPUMUTHBHEE BCEX U3BECTHBIX
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npeBHenmmx Artiodactyla. Hu onuna u3 nmpencraBu-
Tenelt paHHux Artiodactyla He MogXomuUT Ha PoOJb
npenka Archaeoceti. bojee BeposiTHOM ITpeAcTaBIIsIeT-
cs1 oomrHocTh IMpouncxoxaeHus Cetacea u Artiodactyla,
KaK Y mokKasajl psi (hUI0reHeTUYEeCKUX MOpPGhOI0oru-
yeckux aHaan3oB (Thewissen, Madar, 1999; Thewissen
et al., 2001b; Gingerich et al., 2001; Theodor, Foss,
2005). ITpucyrcTBue 1BYOJIOKOBOTO acTparajia y Ar-
chaeoceti MOXeT CBUIETEILCTBOBATh O IIPOUCXOXKIE-
Huu Cetacea u Artiodactyla ot oOiero mpenxa.
Bosbiiass npyMUTUBHOCTD acTparajia OgHOTO U3 ca-
MBIX IpeBHUX Archaeoceti — Pakicetus — mo cpaBHe-
HUIO C acTparajiaMu apeBHeinmumx Artiodactyla roBo-
PUT O TOM, UTO MX OOIIMIT MMpeIOK MMEJI ellle Oojee
IPUMUTUBHLIN ABYOI0KOBBII acTparan (Rose, 2001).
IMonrBepxneHueM oOIIHOCTU mpoucxoxaeHus Ce-
tacea u Artiodactyla ciayxar m Ipyrue Ipu3HakKu, B
YaCTHOCTH, CXOACTBO HIXKHUX MOJIOUHBIX 3y00B D, 1
D; ¢ nononHutensHbIMM 3younkamMu Cebochoerus u
Basilosauridae (cm. Theodor, Foss, 2005).

O cxoacTBe oTAeNbHbIX rpynn Artiodactyla
u otpsaa Cetacea. IIpoMeKyToYHBIE TPYIIIBI

Hexkotopsie rpymnmsl nmapHomnanbix (Raoellidae,
Hippopotamidae u Anthracotheriidae) aganTupoBa-
HBI K TTOJIyBOTHOMY 00pa3y KU3HU M UMEIOT MPU3Ha-
KU CXOJNICTBA C apxeoleramMu. Ho aTo cxoncTBo oTpa-
KaeT TapajlieJibHble aganTaliu K OAWHaKOBBIM
VCIIOBUSIM Cpefbl, a He TIPUHAIJICKHOCTh K OMHOMY
otpsany (Artiodactyla unu Cetacea).

bauzkoe poacTBo oTnesbHBIX Tpyni Artiodactyla
(Raoellidae, Hippopotamidae, Anthracotheriidae +
+ Hippopomorpha) u Cetacea 1aHHbIE CpPaBHUTEIb-
HoI1 Mopdoioruu He noaTBepkaaior. [pynmer Raoel-
lidae m Hippopotamidae, ckopee Bcero, ObLIu IIpoMe-
KYTOUHBIMM MexXny Ruminantia u Suiformes u npes-
CTaB/IsUIM OOKOBBIE JIMHUM 3Bojiionuu Artiodactyla.
J1s1 TakKx mpOMeEXXYTOYHBIX TPYIII XapaKTepHO He-
KoTopoe cmenieHrue (“M03audyHOCTh”) MPU3HAKOB,
U3-32 KOTOPOTO ObIBAET TPYAHO OMPEACTIUTD UX CUCTE-
MaTUYECKYIO IPUHALIEXKHOCTD. [IpucyTcTBre mpome-
KYTOUHBIX Tpyni cpeau Artiodactyla — He peaKoOCTh:
HanpuMmep, Palacomerycidae mexxny Cervidae u Giraf-
fidae, Moschidae mexmy Cervidae u Bovidae u np.

Raoellidae. 13 uckonaemoix Artiodactyla pox In-
dohyus cemeiictBa Raoellidae nmeeT HauboJiblee
cxonctBo ¢ Archaeoceti. Raoellidae n3BecTHBI U3 20-
ueHa Mugum, IMakuctana 1 MoHroJimm B UHTEpBaJjie
55—45 muH. 1.H. Indohyus u3 cpegHero soueHa mMe-
cronaxoxneHusa Sindhatudi (Kammwup) B Immanasx
OBLT pa3MepoOM C €HOTa, UMEJ CJierKa YIJIMHEHHYIO
MODIY, JJUHHBIM XBOCT U IJIMHHbIE KOHEUHOCTHU M,
BO3MOXHO, OB OKOJOBOOHBIM (aquatic wader)
(Thewissen et al., 2007, 2009; Bajpai et al., 2009).
Huskue 3HaueHnd 880 smanu 3y60B 1 0CTEOCKIIEPO3
KOHEYHOCTe! yKa3bIBalOT Ha OOUTaHeE B BOJIE, a 3HA-
yeHue 8'3C sManm cX0QHO ¢ MOKa3aTeIsAMU Y Ha3eM-

HBIX MJICKOITUTAIOIINX U3 PAHHETO U CPEIHETO D01Ie-
Ha Mupo-ITakucrana (Thewissen et al., 2007). ITo
nuieBbIM aganTanusM Indohyus 3ameTHO oTiIMyan-
cs1 ot panHux Cetacea. Ckopee Bcero, oH ObLT Ha3eM-
HBIM CMEIIaHHOSIIHBIM, HO MOT MCITOJIb30BaTh 1 BOJ -
HBIE pecypchl (PacTUTEIbHOCTb, OECIIO3BOHOYHBIX
u 1p.). K cunanomopdusam knaasl Indohyus u Ceta-
cea OTHOCST: involucrum, IepegHe-3agHee MOI0Ke-
HME pe3L0B U BBICOKWE 3aJHME IIPEAKOPEHHbIC
(Thewissen et al., 2007, 2009). /IBa mocjieTHUX IIPU-
3HaKa — IJIe3MOMOpP(HBIE, MOIJIM OBITh YHACJIEdOBAa-
HbI OoT MeJoBbIX Eutheria. Involucrum, mo-Buaumo-
My, He SIBJISIETCS YHUKanbHOM 4deproit Cetacea wian
onHoi »BomounoHHoW JuHMM Cetartiodactyla.
Henb3s nckimoyaTs €ro He3aBUCHUMOE pa3BuThe y In-
dohyus m napeBHux kutoB. IlosBaeHME CXOTHBIX
ajganTaluii K BOOHOU cpee OOMTaHUsI B pa3HbIX BET-
Bsax Cetartiodactyla BrosiHe BepositTHo. Hampumep,
OCTEOCKJIEPO3 BBIpaKeH HE TOJIbKO Y KMTOB, HO M Y
pa3HbIX BOMHBIX M ITOJYBOOHBLIX MJICKOIMTAIOILIMX
(600poB, Beiap, Hippopotamus u ap.). [IpakTuaecku
OIHOBpPEMeHHOe cyliecTBoBaHue Indohyus m mpes-
HEWINMX KUTOB, IO MHEHMIO TeBHUCCEeHa U €ro KOJUIeT
(Thewissen et al., 2007), ciay:XKuUT HNOATBEPKIACHUEM
npoucxoxaeHus apxeoreT oT Indohyus. Ho oHo mo-
KET OBITh JIMIIb OTPaXKeHNEM PAaHHE30LEHOBBIX pa-
Iuanuii pa3Hbix BeTBeit Cetartiodactyla.

Hippopotamidae u Anthracotheriidae. Hippopota-
midae cOIMXKAIT ¢ KUTaMU JIMIIb crieluduyecKre
Mopdoaornyeckue OCOOEHHOCTH, CBSI3aHHBIE C
ajanTalvsIMU K BOJHOI cpelie: BBICOKOE MOJIOKEHUE
IJIa3HUII Ha Yeperne, OCTeOCKIEPO3 U Ip. DTU afarTa-
LU KOHBEPIreHTHO Pa3BUBAJIUCh B PAa3HBIX TPyIax
MO3BOHOYHLIX (HarpuMep, y KpokoawioB). [1peamno-
JaraeMmble cuHanomopdnm kinamsl Whippomorpha
(T.e., Hippopotamidae + Cetacea) He O4eHb HaOAEXK-
HBL. DTO — YIUIMHEHHBIN JINLIEBOI OTHE], OKOHYAHME
HOCOBBIX KOCTEll 3a MepeaHUM KpaeM IJIa3HUII, I0-
YTH TOJHOE OTCYTCTBHE BOJIOC U OTCYTCTBUE Caslb-
HBIX Xene3 (sebaceous glands) (Geisler, Uhen, 2005).
Hnsa xknagel Cetacea, Hippopotamidae u Cebochoe-
ridae Toxe IpemaraloTcsl TOJBKO CIa0ble CHMHAIIO-
Mopduu (MoJI0XKEHNE 3aCyCTaBHOTO OTBEPCTUS U Ma-
CTOUA).

ITo monekyasapHbIM AaHHBIM, Hippopotamidae
nosiBiych 50.5 mitH. 1.H. (Zhou et al., 2011). Cambie
panHue Hippopotamidae HailineHsl B Adpuke. Eie
HeJaBHO JPEBHEHUIIMM IpeICTaBUTEJIEM CeMelcTBa
cuutaicad Kenyapotamus u3 cpegHero MuoIlEHa
(~15.7 muiH. 1.H.) Kenuu, a ceituac ato — Morotoch-
oerus U3 paHHero MuoleHa Yrangbl (~21 MJIH. J1.H.)
(Pickford, 1983; Behrensmeyer et al., 2002; Boisserie
et al., 2010; Orliac et al., 2010). Pannue Hippopota-
midae OTIMYaIoTCsS OT COBPEMEHHBIX 00JIee TTPOCTHI-
MU U OYyHOJOHTHBIMM 3ybamu. B xone sBomonum y
Hippopotamidae, kak u y apyrux Suiformes, 1110 1mo-
CTENEHHOE YCJIOXKHEHUE CTPOEHUS 3y0OB.
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Hippopotamidae cumTaioT GJIM3KMMMU POICTBECH-
HukamMu Anthracotheriidae (Colbert, 1935; Viret,
1961; Boisserie et al., 2005a, b, 2010; Lihoreau, Du-
crocq, 2007; Orliac, 2010), Tayassuidae (Pickford,
1983) mim Palaeochoeridae (Pickford, 2008). OnHu
KJlagorpaMMbl Mokasanu, 4Tto y Hippopotamidae u
Anthracotheriidae Obnu1 o6mmit mpemok (Gentry,
Hooker, 1988), npyrue He BBISIBWIM OJM30CTH An-
thracotheriidae u Hippopotamidae (Geisler, Uhen,
2005; Thewissen et al., 2007; Geisler, Theodor, 2009).
CXx0ICcTBO MEXAy 3TUMM TPYNIaMU MOXET OBITh U
kouBepreHTHbIM (Pickford, 2008). Cpenu mmo3mHux
Anthracotheriidae OB TTOJIyBOTHBIE (DOPMEL.

Psn ¢uioreHeTndyecKUX aHaJM30B MPOJAECMOH-
CTPUPOBAJI CECTPUHCKME OTHOIIECHMS MEXIY KJIadou
Anthracotheriidae + Hippopotamidae u Cetacea
(Boisserie et al., 2005a, b, 2010; Boiserrie, 2007). Pac-
TUTEIBbHOSIAHBIN TUIT MUIIEBBIX afanTalui 1 3HAYM-
TeJbHasl YCJIOXHEHHOCTh 3y0OB 3TMxX Suiformes He
MO3BOJISIET pacCMaTpyUBaTh MX B KAa4eCTBE IIPEIKOB
Cetacea. CecTpuHckMe (MM OJM3KME K CECTPUH-
CKuUM) oTHoIIeHUs Mexay Hippopotamidae, Anthra-
cotheriidae u Archaeoceti MOTYyT oTpaXaTh OTIAJICH-
HOE POJCTBO 3TUX IPYMII U CXOACTBO agadTalnii K
BOOHOM Ccpere.

PekoHcTpyKIus HAYAIBHOTO 3TaNa
apoJiionuu Cetartiodactyla

ITponyienHoe 3BeHO: 0 TMIIOTETUYECKUX MPENKax v
pannux pamuanuax Cetartiodactyla. PaznooOpa3sue ku-
TOB M MapHOMNAaJbIX B paHHEM 30IIEHE, CKOpee BCETO,
oTpaxaeT He MPaKTUYECKU OJHOBPEMEHHOE MOsIBIe-
HHE STHUX TPYII Ha pyoexe majeoreHa 1 301ieHa WA B
paHHEM DOlIeHe, a JIMIIb MPOMEXYTOUHBIN 3Tall MX
9BOJIIOLIMU, CBSI3aHHbBIN C HAYaJIOM IITUPOKOM 3KCMaH-
CHM 3THX TPYIIIT ITOCJIe TIO3MHEMETOBOTO KPU3HCa.

IMTpeakamu Cetartiodactyla Morjim ObITH Ha3zeM-
HBIe To3gHeMeloBble Eutheria reHepann3oBaHHOIO
tumna. Artiodactyla m Cetacea, BO3MOXHO, IIPOM30-
IIUTK OT TUIIOTEeTUYEeCKO# Ga3anbHOU rpynmbl Cetar-
tiodactyla, ¢ 61u3KUMU K TpUOOCHEHUIECKIM 3y0a-
MU, OYe€Hb NPUMUTUBHBIM NBYOJOKOBBIM acTpara-
JoMm (OoJjiee MPUMUTUBHBIM, 4YeM Y M3BECTHBIX
apXam4yHBIX ITIApHOMAJbIX) M KOIBITIIEOOpPa3HBIMU
TpeTbuMu (paanramu (puc. 4). IloaydeHHbIE HA OC-
HOBE MOJIEKYJIIPHOTO aHaJu3a JaTUPOBKU BpeMeHU
npoucxoxaeHus Cetartiodactyla, 87 muH. 1.H. (Ku-
mar, Hedges, 1998; Hassanin et al., 2012) u
81.12 maH. 1.H. (Zhou et al., 2011), u paguauuun Ru-
minantia, Suina u Tylopoda 1o 57.7 mJiH. J1.H. (Shima-
muraetal., 1997; Hassanin et al., 2012) He KaxXyTcsl He-
pealbHBIMU, KakK 1 auBepreHiusa Cetacea n Artiodac-
tyla Ha pybOexe Meja M MajeoreHa WIM B Haydaje
KaitHo304 (64—65 muH. 11.H.) (Bajpai, Gingerich, 1998).

MenjieHHbIE TEMIIBI Ha4aJIbHOI 3BOIIOLIMU IeHe-
palIbHBIX HAMpPaBIIEHU MIJIEKOITUTAIOIINX MO3BOJISI-
IOT IIpeArojaraTh, YTo 301eHoBBIe (popMbl Cetacea u

MMAJJEOHTOJIOTUYECKUM KYPHAT Ne3 2013

ARTIODACTYLA CETACEA

MunH. et .

Tanouen
Teiicr

5 4

RUMINANTIA

H !PPopotamjg,, | )

Muouen
TYLOPODA
ODONTOCETI
MYSTICET]

22 A

| OsnuroueH |

MHO30U

35 Jiangsudon
Elaschitotherium
Chorlakkia , R,
Gudjaratia / * oa\\‘
.Dlaco.dﬁx.ls S @

Ka

BoueH

45 A

Archacomeryx
optatus Pakicetus

inachus

Himalayacetus

55 1

l'laneoueH|

65

Iunortetuyeckue 6azanpHbie Cetartiodactyla
1

IpenkoBble HecreLMaIM3MpoBaHHbIe MestoBble Eutheria

Men

Mes3o30it

Puc. 4. ®uiorenernveckas cxema Cetartiodactyla. Oc-
HOBHbIe anioMopduu: 1 — NPUMUTUBHBIN JBYOJIOKOBbIN

T 99

acTparaj; 2 — MporpecCUBHbIIM “apTUONAKTUIBHbBIN” acT-
paray (MPOKCUMAaJIbHBIN U TUCTaJIbHBINA GJIOKK XOPOIIO
pa3BUTHI, COMMKEHBI); 3 — acTparajl “KWTOBOTO” THITa
(6710KM PACIIONIOKEHBI Ha 3HAYMTEJBHOM PaCCTOSIHUN
JIPYT OT ApyTa, MOTePeYHUK HUXKHETO GJIOKA MTOYTHU BIBOE
MEHbIIle MoTlepeYHrKa BEPXHETo OJI0oKa), BEepXHUE KO-
pEeHHBIE C TpeMsi OyropkamMH, involucrum; 4 — Ha BEpXHUX
KOPEHHBIX OOBIYHO HE MeHee MSATH OyropKoOB W pa3BUT
TUITOKOH, Cy0710(hOIOHTHOCTb U CEJIECHOJOHTHOCTD; 5 —
naviculocuboideum, Ha BepXHUX KOPEHHBIX YEThIpe Oy-
ropkKa M yBeJIWYEHHBI METaKOHYJIb (Ha MECTE TMITOKO-
Ha), CEJIEHOAOHTHOCTD; 6 — Ha BEPXHUX KOPEHHBIX YEThI-
pe 6Gyropka v yBeJIM4eHHbI METAaKOHYJIb (Ha MECTEe TUIIO-
KOHa), CeJIEHOOHTHOCTb.

Artiodactyla He sBISIIMCh HadaJlbHBIMUA (opMaMU
CBOMX HarpaBieHuii. B mosolieHoBoe Bpems (1o
55 mutH. 11.H.) Artiodactyla u Cetacea He O6bIM (POHO-
BBIMUM MJICKOMUTAIOIIUMHA W UMENIU OYEHb OTPaHU-
yeHHoe pacripocTpaHeHre. OHM MOTJIM OBITh OYEHbB
MEJKUMU MPUMUTUBHBIMUA (popMaMU (MEHBILIE KOILII-
KU, C MBIIIb U KPBICY). BO3MOXHO, OCTaTKI 3TUX KU -
BOTHBIX YK€ MPUCYTCTBYIOT B KOJUIEKLIMSX, HO MOKA
He BBISIBJIEHbI WJIM OTHECEHBI K APYrUM (opMaMm.
CrnenyeT oOpaTUTh BHUMAaHUE Ha MOUCK YEpErnoB U
CKeJIeTOB TIpeaKoBhIX Artiodactyla m Cetacea B Mely
1 najeoleHe, ocodeHHo B LleHTpansHoit 1 FOXHOM
Azun.

AnanrruBHas paguanus Artiodactyla u mosiBiaeHue
noxoTpssnoB Ruminantia, Suiformes 1 Tylopoda mpo-
301N paHee 56 MyIH. J1.H. B HU3aX HUKHETO 3011€e-
Ha NPUCYTCTBYIOT UCKOIMaeMble (GOPMBI 3TUX MOAOT-
psinmoB. KopHHU ITpoMeXKyTOYHBIX IPYyHIl ¢ aM(prOunii-
HBIMM afanTalusiMU, BEPOSITHO, TOXE BO3HUK/IUA B
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pe3yJibTaTe aganTuBHOM pagnanuu Artiodactyla. On-
HU 13 HUX (Raoellidae) He ocTaBUJIM TTIOTOMKOB B CO-
BpeMeHHoM dayHe, npyrue (Hippopotamidae) cnabo
MpeAcTaBieHbl UCKOMaeMbiMU (hopmamu. OHU UMe-
I0T OoJiblliee MOp(POJOTMYECKOe CXOACTBO C Sui-
formes 1 TOJKHBI OBITH OCTaBJIEHBI B COCTABE 3TOTO
noaoTpsaa.

O Bo3MoxkHOM HeHtpe npoucxoxaenusa Cetartio-
dactyla. PasHooOpasue Artiodactyla u Cetacea u
MPUCYTCTBYE paHHUX MpPeACTaBUTENeil reHepaabHbIX
JIMHUN B 30lLIcHEe A3UM TOBOPUT O TOM, YTO LICHTP
npoucxoxaenuss Cetartiodactyla, ckopee Bcero, Ha-
xonuJcs 3nech. PaHHsis aBomoiust Artiodactyla B EB-
porie 1 CeBepHOM AMeprKe OCHOBBIBAJIACh Ha 3BO-
IO MUMMUTpaHTOB m3 Asun. Ilakmcranckmii
eHTp npoucxoxaeHus (Thewissen et al., 2007) ocra-
€TCS TUMNOTETUYECKMM, KaK U NPEANOJIOoKeHUE 00
naaniickom “HoeBom koBuere” (“Noah’s Ark”) —
JI0O201IEHOBOM TTpoucxoxaeHuu Artiodactyla B MH-
JoCTaHe 1 BceJieHUu 3Toii rpynibl B EBpasuio u Ce-
BEPHYIO AMEPUKY B paHHEM D0LIEHE ITOCJIE COSaHE-
Hust MHpocTaHa ¢ a3uaTrcKuMm KoHTHHeHToM (Kumar,
Jolly, 1986). I[1oka GoJtbllie CBUIETETBCTB O MUTPALIUU
MapHOMAJIBIX BMECTE C IPYTMMH MJIEKOIUTAIOIINMU
BO BpeMs 3TOro COOBITUSI U3 A3UU Ha TEPPUTOPUIO
Nunocrana.

SAKITIOYEHUE

IManeoHTOMOrMUECKE U MOJIEKYJISIPHbIC TaHHBIC
JIEMCTBUTEIbHO CBUIETEIBCTBYIOT O OJM3KOM pOJI-
cTBe oTpsanoB Artiodactyla m Cetacea n ecTeCTBEHHO-
ctu rpymnbl Cetartiodactyla, umeroiieii HagOTpsII-
HEBII1 panr. Mopdonorus apxanunbix Cetartiodactyla
HEe MOATBep:KIaeT NpruHamiesxkHocTh Cetacea K Artio-
dactyla. Ilpengku Cetacea obnaganu OoJjiee MPUMU-
TUBHEIM cTpoecHUEeM, 4yeM Raoellidae u npyrue apxa-
nayHble Artiodactyla. Ob6a oTpsiga mpeacTaBIsLUIM pa3-
HbIe HaIpaBJICHUsI BOJIIOLMU U BO3ZHUKIIU, MO BCE
BUIMMOCTH, B pe3yJbTaTe afalTUBHOI pagudaliiu OT
TAIIOTeTUYEeCKOI O0a3anpHOM rpymmbl Cetartiodactyla
B KOHI1Ie Me30304. [Ipenkamu Cetartiodactyla Moriu
ObITH MeJIOBbIe MeJiIKMe HazeMHble Eutheria reHepa-
IM3oBaHHOro Tuia, a mnepBeiMu Cetartiodactyla —
MEJIKME€ HaCEKOMOSIAHO-PAaCTUTEIbHOSAHbBIE I10-
NBVDKHBIE TpaluibHbie (popMbl. [TosgBaeHue moaor-
psamoB Ruminantia, Suiformes u Tylopoda, oueBum-
HO, CBSI3aHO C afganTUBHOM pammanmeil Artiodactyla
Ha pyOeske MeJia 1 TajieolieHa WK B MajieolieHe.

Wcnonb3oBaHWE MOJEKYISIPHBIX JAaHHBIX IS
U3Y4YEHUS TPOUCXOXKIEHWS U POJCTBEHHBIX OTHOIIIE-
HUI BBICHIMX TAKCOHOB OY€Hb MEPCIEKTUBHO, HO
MoKa MaeT JIUIIb NMPUOJIU3UTENIbHYIO KapTUHY POI-
CTBEHHBIX OTHOIIIEHWI BBICIIIUX TAKCOHOB U HE MO-
KET 3aMEHUTh TPANULITUOHHBIE MMAJIEOHTOJIOTUYECKUE
ucciegoBaHusl. PeKoHCTpyKIus (UIOTeHUN TaKCO-
HOB BBICOKOTO paHTa B MOJIEKYJISIDHOW TEHETUKE
JIOJDKHA UMETH cBolo crienduky. Hy>XKHbl HanexHbie
F€CHCTUYECCKUEC XapaKTEPUCTUKU BBICIIMX TAKCOHOB U

3(PeKTUBHBIE CITOCOOBI MWHWMM3AILIMKU BIUSHUS
rOMOILIa3UU Ha pe3yJIbTaThl aHAJU30B.

CorocTaBieHUue MOJEKYJISIPHBIX U TTaJ€OHTOJIO-
TMYECKMX JAHHBIX OYeHb mojie3Ho. [lajeoHToI0rOB
OHO CTUMYJIUPYET K HOBBIM TTOMCKaM, OoJiee yriyo-
JICHHOMY WM3Y4YeHUIO MCKOITaeMOro marepuajga u
OCMBICJICHUIO 3BOJIIOLIUM, a MOJICKYJISIPHBIX OMOJIO-
TOB — K COBEpIIEHCTBOBAaHUIO MeTonoB. HecoMHeH-
HO, COBMECTHBIC YCUJIUSI MOJIEKYJISIPHBIX OMOJIOTOB U
MaJICOHTOJIOTOB OYyAYT CIIOCOOCTBOBATH AajIbHENIIIe-
MYy TIPOTPeCcCy 3BOMIOIUOHHON HAYKMU.
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On the Origin of Cetartiodactyla:
Comparison of Data on Evolutionary Morphology and Molecular Biology

I. A. Vislobokova

The data on phylogeny and early evolution of Cetartiodactyla are analyzed and a model for the initial stage
of their history is proposed. It is shown that the roots of Cetartiodactyla go back to generalized Cretaceous
terrestrial Eutheria, and a hypothetical basal group of Cetartiodactyla was probably ancestral to the orders
Artiodactyla and Cetacea. The Artiodactyla—Cetacea divergence and adaptive radiation of Artiodactyla,
which gave rise to the suborders Ruminantia, Tylopoda, and Suiformes, apparently occurred in the pre-
Eocene time, earlier than 55 Ma. Molecular similarity between Hippopotamidae and Cetacea is evidence of
common origin of Artiodactyla and Cetacea and adaptation to aquatic environment.

Keywords: Cetartiodactyla, Cetacea, Artiodactyla, phylogeny, origin, early evolution

7 TIAJJEOHTOJIOTUYECKHMM XYPHAJI Ne 3 2013




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Gray Gamma 2.2)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (ISO Coated v2 300% \050ECI\051)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Off
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Perceptual
  /DetectBlends true
  /DetectCurves 0.1000
  /ColorConversionStrategy /sRGB
  /DoThumbnails true
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams true
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts false
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 149
  /ColorImageMinResolutionPolicy /Warning
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 150
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages true
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 149
  /GrayImageMinResolutionPolicy /Warning
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 150
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 599
  /MonoImageMinResolutionPolicy /Warning
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 600
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

    /BGR <>
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000410064006f006200650020005000440046002065876863900275284e8e9ad88d2891cf76845370524d53705237300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef69069752865bc9ad854c18cea76845370524d5370523786557406300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /CZE <>
    /DAN <>
    /ESP <>
    /ETI <>
    /FRA <>
    /GRE <>

    /HRV (Za stvaranje Adobe PDF dokumenata najpogodnijih za visokokvalitetni ispis prije tiskanja koristite ove postavke.  Stvoreni PDF dokumenti mogu se otvoriti Acrobat i Adobe Reader 5.0 i kasnijim verzijama.)
    /HUN <>
    /ITA <>
    /JPN <FEFF9ad854c18cea306a30d730ea30d730ec30b951fa529b7528002000410064006f0062006500200050004400460020658766f8306e4f5c6210306b4f7f75283057307e305930023053306e8a2d5b9a30674f5c62103055308c305f0020005000440046002030d530a130a430eb306f3001004100630072006f0062006100740020304a30883073002000410064006f00620065002000520065006100640065007200200035002e003000204ee5964d3067958b304f30533068304c3067304d307e305930023053306e8a2d5b9a306b306f30d530a930f330c8306e57cb30818fbc307f304c5fc59808306730593002>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020ace0d488c9c80020c2dcd5d80020c778c1c4c5d00020ac00c7a50020c801d569d55c002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /LTH <>
    /LVI <>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken die zijn geoptimaliseerd voor prepress-afdrukken van hoge kwaliteit. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /POL <>
    /PTB <>
    /RUM <>
    /RUS <>
    /SKY <>
    /SLV <>
    /SUO <>
    /SVE <>
    /TUR <>
    /UKR <>
    /ENU (Use these settings to create Adobe PDF documents best suited for high-quality prepress printing.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
    /DEU <>
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /ConvertToCMYK
      /DestinationProfileName ()
      /DestinationProfileSelector /DocumentCMYK
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /DocumentCMYK
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /UseDocumentProfile
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.276 841.890]
>> setpagedevice


