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Climatic change and the phylogenetic diversification with feeding

adaptation of the pinnipeds
Naoki Kohno

Department of Geology and Paleontology, National Science Museum, Tokyo, 169-0073 Japan (kohno@kahaku.go.jp)

Abstract. The pinnipeds (otariids, odobenids, phocids and their fossil allies) are fin-footed carnivores having
been adapted to life in water since the late Late Oligocene, ca 28 million years ago (Ma) or much earlier. Recent
investigations on the phylogenetic relationship of the pinnipeds reveal that the Oligo-Miocene enigmatic mustelidan,
Potamotherium species, are recognized to have special affinities with the pinnipeds. The oldest known record
(OKR) of Potamotherium species are late Late Oligocene in age, ca 26-25 Ma. Therefore, their speciation events
are thought to lie near the time of the pinnipeds’ OKR. When we recognize such speciations as biotic events of
the pinnipeds and their allies, then we can recognize two additional biotic events in the pinnipeds. The second
event may be the family level diversification at the boundary of the Early/Middle Miocene, approximately 17-16
Ma. Intriguingly, the depositional environments of early otariids are regarded roughly as bathyal, in contrast to
the inshore preference of the contemporaneous odobenids. It suggests that the initial habitat preference of the
early otariids had been mainly the pelagic ocean except for the pupping and breeding season. The third biotic
event may be the ecological shift of the otariids from pelagic to inshore which may coincide with the change of
the dietary preference of odobenids from inshore piscivory to molluskivory during Early Pliocene (ca. 5-3 Ma).

These three events must have been introduced by the global climatic changes, especially by the seismic

transgression-regression cycles.
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BERE TR LTS IT &> TR AMEIRICZE L U 7 A
D—F%MEE (7 L—F) T, BUEEMEILT B14HE» 2
L5T7VHEL 1RB1IFEIGRLIEA TR, 1019515
RHETYIURHCAEE N TWD (il Z 1XRice, 1998). *
7z, Zivb 3 oOFRNTIL, S0FERTH OMEIRFESTE I T
WBIEh, 2B 7THEILRZPHEOT A~ N7+ HE,
EHIINGADORO ENICH B E WS 7 Y (stem
taxa) 4B 9HEIMEAIC L > THISNT WS, EEHEOAE
BIRBEOLE L 2 LA Tl > THD &, Bt
BRI ObA GRS b PR HTHICE S £ T, WIh oM
OB R 2 T RB ICE AR 5N TWD A, %
W LA T 72 5 LIRS 72 BRI 2 YRRk 2 © b EE
RIS K 51272y, FEFTDIRE T3 < OFEE B4
T & AR 7R IR A~ TR ERBI O T CHERE L VBB 2 B D 7
PEHS 2 K5 Wies. —J, WEMVRITAETS DR 2%
TBZTH o0, fFHEke L & B TERESCREOBITIE
L AEFFT 572w, SEHBEOCA BRI 5 23 B
HEREWICR b, O X5 BB REL T HERS 5
WA B I LA S RE T D EABBEE TH D, L
T35 T, BEMBEOKATEIS TR 5 RS E oA

RN, BBHEZO L ODARROHILHELLE X OFEN
WCHES R L & L b, FhvoaMbr e L THEREND
BMOMMREZEETILERD S, 20X 2MELH
5ZLn0, ZOMBEOEROESCHEOHEILEIES
EREREES) (B ZIXEERA B 5V Tk E A,
AT K HEZE B, WKIRZ L, R L, MR O RN S
DVIEIHE, thoE L 0B RE) L OBRICE N TR
U 7Bk, dAYHIICET 5 b oINS TH7Rn
(f5i] 21X Warheit and Lindberg, 1988). —J5, IT4EICEBWT
I ha v R TRETCERETICE DN IREHEE
(f5] 21X Flynn and Nedbal, 1998 ; Flynn et al., 2001 ; Yu et
al., 200472 &) 12XV, BIAHEMIEICEE T 5 RIEROZ
WICER L2 Lhd, gt ETIch SN TEiMm

(B 20, BB O R vs R DL, D 7~
EIFL vs A & FHRIFRD 2 &) OEBEPREICHEA TS
(Berta and Sumich, 1999 ; Heyning and Lento, 2002). % Z
T, ARETIEZ S LTEEREO BB RHCE SN T, &%
MREDHEL LI, THhicE- TRt EZLND R
PED LR & KA RO &Y A X b & L TE
ST, FOX OB A Xy N DIEERESE L OEEICE
WTESHRLIGEDL DN EBLEL THIZV.
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IZ X % A X H OffEdfE & & e 3 IR (Kohno, 1996) & 43112 X 2 B AEFE O 23 I i i (Flynn

et al., 2001; Yu et al, 2004) & OREAER. BEORN L2 5 7 L— RITEERME & £ DIk & 72 5 ERH

BeRT RERIISIHEERT.

&

FEMEE O /K AR T IE R IR T D A A R b i 5
TebiciE, BMEORHIEAEDANZ =V R THWGRE
o TNARENRD D, (/e HIix, @ik L B L 72JRAE
TEEORBI N2 — 0%, THRBEDO DB NZ —2h 6 Lo
FHED LM TERWVWDL THD (Harvey and Pagel,
1991 ; Maddison and Maddison, 1989). L 723> T, #EMH
TR S T OTREBAELLS 5 W ITA OB L& A A
Ny b ELTRET 20T, HwmO R L 75 2k
B—VMEHETELZLDTHDLZ E0RIEE 2D (HEE,
1997). F£7z, EEMVEOA LD KL LAERIT, Fr2En
i D EYA N b O TR S SR R ER O
T, ZHHOER S AL THIITHRFA H 2 W LA
KA SA T ADPLHE L b D THEINETHSH. L
PLIRIRG, 3 FICED HEFERIZ, 295 LicEmicH
WHITITHEFEEN D EVICKE L, EEIlChR~ZLH
WAL RS LA IR CHERSBR B IR TF 5 2 T, TEHRD K
HEILBET bR, Lo T, HEETIEWTho ik
ICESW T O KT O RS THIE & Ml 2 &5 Tk
ARV HERT A LIIRETHL. ZoXoRTEN
5, AR TR L TIREE0 5 I3 < Bk
FEORHAG (Flynn et al, 2001 ; Yu et al, 2004) 7% J:HfE
L LT, Kohno (1996) 1T X 2#faidfl % &b i EIc KD
R OFREREZR N THEASER (K1) 2/EKL,
Z 7 FOHE (%) EHEROBICEL TiE, &biEw

b DFE & HE DR (Walsh, 1998 Oldest Known Record,
LUF OKR & Bs3) & fie b H7 L v b o E g #E 0 E AR
(Walsh, 1998® Youngest Known Record, LA YKR & 97)
ELUTEREhOBEEE Lie (F1). &<ig, HEF
ERXMBREER) & OXF D 5 2 TEHERAEY) A N K O
SHER D LB, L F O & 8 FF O #Ht (Yanagisawa
and Akiba, 1998 ; g, 1999) I X OVl HURESUE /7 O 1
(Prothero ef al, 2001a, b) ZFIZEHEDNWT, T E TORLEE
EWRETUTc. £z, Z0HOH I fbaisk & FAT—4
CONWTH, —ERART —F ZINx THEEL,

BEHNEORMREE L TOFRER

FEHFR O KA IR 25 5 £ C, IR b iEk2
GHEREEAMIT T H Y, Z OUEREEMERIR & WO Ik L 72 2
BHIDZ X, O OKAEMIGERE LRSS D TR
HRWEROOLOTH S, MEHEOEIRICEL T,
NETICOEZ S DFERDPRINTETWDLD, oF -
RBOLEHHIZONTHKDL RO —EEZRLTWahol
(Flynn and Nedbal, 1998 ; Vrana et al, 1994 ; Wozencraft,
1989 ; Wyss and Flynn, 1993 ; Wolsan, 1993). L 2>L 723
5, EEDOEBETE 255 FREFRIFZEIC ZAUE, EEIE
b7 &L BAEDOBREOF TIEA 2 F LRI ORPHEIC
bk (Flynn ef al, 2001 ; Yu et al. 2004) &3 5E %
DFERN - MBI R s hvoobh 5. —F, JEREIcE
3 < HEPHE 2 & A TERFAMERT T i, Wolsan (1993) & Kohno

-
—
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1. EREOIHREER X OMEBRBENEE DL 7 7 V2B 1T Db sk O WIEE (OKR=0ldest Known Record) .
HORHERIE © Mg, HUEE K ABME4E R, Prothero eral. (2001a,b) 5 D, EEEAE B, Yanagaisawa and Akiba (1998) 5

F, A FL A JE Fr, 7R (1999) 5 Or, JRFE#IC X 5.

SISTER TAXA (Mors and Koenigswald, 2000; Tedford et al., 1994)

Kolponomos newportiensis Tedford et al.,

late Late Oligocene

Potamotherium valletoni Geoffroy,

1994: Oregon, USA
28.0-26.0 Ma (Mg: C9n—C8n)

1833: Westerwald, Germany

late Late Oligocene

Allocyon loganensis Merriam,

1930 :

late Late Oligocene

STEM TAXA (Barnes, 1989; Berta,
Enaliardtos tedfordi Berta,

1991,

1994

late Late Oligocene

Pinnarctidion spp. :

early Early Miocene

Pteronarctos goedartae Barnes,
Early Miocene

Genus and species indet.:
late Early Miocene

ODBENIDAE (Kohno, 1994; Kohno et al.

Proneotherium repenningi Barnes in Kohno et al.

Gifu, Japan

1995

early Middle Miocene

Prototaria planicephala Kohno,

early Middle Miocene

OTARIIDAE (Kohno, 2004)

Genus and species indet. : Nagano,

26-25 Ma (Or: MP 28)

Oregon, USA

25-23 Ma (Or)
; Kohno, 1994)

1991: Oregon, USA

27-25 Ma (Or)

Oregon, Washington, USA

23.3-21.5 Ma (Or)

1989: Oregon, USA

20.2-19.1 Ma (Mg: Cén)

18.4-16.9 Ma (D: 2B)
a)
1995: Oregon, USA
17.3-16.6 Ma (Mg: C5Cr)

1994: Miyagi, Japan

16.4-15.1 Ma (F: N.8)

Japan
middle Middle Miocene

14-13 Ma (F: N.11-129)

DESMATOPHOCIDAE (Barnes, 1987)
Desmatophoca brachycephala Barnes, 1987
early Early Miocene 23.3-21.5 Ma (Or)
PHOCIDAE (Ray, 1976)
“Monotherium” wymani (Leidy, 1853): Maryland, Virginia, USA

early Middle Miocene

16.3-14.2 Ma (Or)

(1996) 234 Z F LRt ZEEIE Okl & T 2 RE 2~ L
W%, %7z, Kohno (1996) T LiuiX, fEHEIIE I —a v
2N O 1% BT~ AT T s S 80 5 4L D Potamotherium
valletoni Geoffroy, 1833& DRI Z < DIREFE XA L
TWD., ZDZ L6, Potamotherium &V XAEIEE O ikt
ThoLHErsnNg, b, EBHEONTREICETS
FEREICH DWW 4T (Berta, 1991) 1 XAviE, JEHCK
SEEER R OBt s S8 5 D FEMEE  Enaliarctos
mealsi Mitchell and Tedford, 19731%, fEMHI¥E D LG IRER
BN T OfEFEA OIRERE RN L b,
E. mealsi & % OEREOFIFEMBEREDOA L Z 7 v
(Archibald, 1994) 238 £ TV D ATREMEA MBS TEW & B
ABNTWD, TRHDZLE2EBET DL, BHED S
FARX Enaliarctos J& & Potamotherium J& ¥ X OV 5 Ofifi
R DOKRFENRS A & TN END H 7 DIM I B2
72 ERIES % (ghost lineage) Zf/NMC 3 HHFRME L L
TRELDZENTES, b 7 DOKRIEL, ZhvE

TO & Z 5 “Enaliarctos” spp. 3ALE A EHER £ D27-25Ma
(Berta, 1991), Potamotherium J&W3¥6 3 — v v 73D 26-25Ma
(Mérs and Koenigswald, 2000), & 51T Potamotherium & & GER)
FHOHHREED O & DT & 5 KolponomosJ& I3 AL B HER =
D28-26Ma (Tedford er al, 1994) TH5 (F1). LLEd
D, FEMEIRTH ZEEeET R (28.4Ma) 1CAEHURF
PEN R TG Lz Al etk s < PR &N D (K2)., —
¥, BIEA G TW D EERIEDOE D L~V DAL, Eh
FHDOKR 225 7 ¥ A EE (Kohno, 2004) 3L K FELEDH
HIET IR (1AMami#) LIRT, A U FRRIERFEHED
AT ET % (16Ma Rif2) DRI TH - 72 T L BRE S
N, £7cT7 A~ N7+ UF Barnes, 1987) VEALKFHFED
A R T (23.3-21.5Mafili#%) LART CTdh -7z 2 & 0SR
BIND, BB, TAY N7+ RO EEZ BT
WELTH I UROFEEHTE 5 OKR (Deméré er al., 2003)
i, 4oL 2 AILVERVERE O T (16.3-14.2Ma) T,
Z OB B 2 WX ZLARTD B I A REER DA H AL TR
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1 =+ Pinnipedimorpha %

2. EEHOK 2 7 Y O RIS < Fob i B R OEEHER (OKR) & 7b B LwEH OREHENR
(YKR) DEERIAT CR#R) & RFEBIR G . KD HE, SIS S 1L D WA N0 b O Z - Te R,

VN, FERE O NER TR L TLABE O (8 % D RATRED 2%
BB Z 2 Tiddkb s, BAEEEZ L D3 20RE
NENCBITHBAERBORIEL, TR A T TFFEO
TNZEHDOKR (2.7-24Ma Hit:) 25, #HEIEEHTit I
T ol LR EILD (Berta and Deméré, 1986 ; Kohno
et al, 1995b). 7HZ VRN L TiL, 470 ERREL
LTCW572% (Deméré et al., 2003), BiLJE L&D THNEE
DRI AR 2 5 BT iX 72,

EMARUPELTORREERREDS KL

BUEDEEMEICRB W TIE, 7Y A ENTEICARE AT
DR LT, A U FIIEICEKERAKEY 2 BET 5.
Flz, RHHEOREPRNT T VT, FictH*F7 2
BRETOIN= AT IO LS BREENS, FICHHL
HEBHT LU TYIY, IHIZERVFURREOHR
HHEEWY A BB T2 e a v T HET LR Y, FoaM
SEMEERZ LI 5 NIETROF TEL <L Tn
% (Adam and Berta, 2002). Z D7, FAEDOBMEIAGH
5 EEMIE OB O S Rt 2 BARR e Btk & gl e
5ZL, A0LZABOTHEETH S, L LeRD,
RO BIEOBIC M LBIEL TN 5 EEZ LRAFEIC
LR TR, BIEOFRRZ(ENREZ 722
LRFIIRRTHZ LI TESR L0 LEbVS. 22T,
AFE TR AT SN TR ERERE T 2 OFE,
L ICHAEOFE L 2O, FEELORE, NED
EHE, THE OO LB & £ Ok TH
5 Potamotherium BT OWTHFT L7z (X2). fEHZXEL
Potamotherium &%, LITHER U TcIRER & 25 L < AEICHH L

L7t 5o L RIRFIC, MRSE A REE L 7o % E WpE8 o BT
BEBLIETNEZ LD, A ZTFROIT T IRT Y
2 & [FRRRICKE & D WKk THREF 24T 78 o Tz L HER
5. £ LT, Potamotherium)® & BEMFED 731812, 72
B Enaliarctos spp. LAFERICRRTE DZE LWL F80 HAL D
T, FEHEE L 7o TS TREF DKL D B RS
WKLz b D LHEESNS. £z, MOSFRICES
S HHEREDHEE D> 5, B L~V DA I - TEIGICREE
WY 5 ZERFED b b LR, HRSIERICS 2L
D > TNz Z DR S5 (Kohno, inprep.). Z @
ZEiE, Bo Lo bR Z o TR THREEIR
BRI TER L TP KRATEDS LS Ik
TLERFRBLTVWD LD L Bbhd, FE, gifloTvh
BHERBIZ, [RIREE Ot OB o FERIER 5 BV O HEREW 5>
HEH T2 O LTt IRAYIC, KEARRHE 2 TRHEE O HEREY)
POERL, T OMESS L FIRHCONTE 2 TREZER) &
L THIHL TWizrREtE 2~ L T2 (Kohno, 2004).
—7J7, Kohno et al. (1995) 1T XhiE, HFrtoMow 1
U FRMERBEIT N E L E oS R LOVERRRE N O I
FEMEDORBETH o T2h3, SEFTTHLIRITIR R O AR AR E)
Y~ BIEEEMI T EHESL TV, BREND
Lig, BAUFHICALND ZD X O et Z{tichL
B EOICLT, TV ENRREHEY O LET D
Xolciesd, ZoZ kX, BA U FREEEE L 7> o0 BHE
M &2, 2 ORI A RRRYHIAL OfiRiR 2N B o T2 FTRENE %
RIEL TS H oL Ebitd (Kohno, 2004). HiEHTih~<
7o X510, ATHIEEHTHE S H B EREHT IS T TORHII,
ETNENORTERAERBAHB T 2RMICH D 2 L0,
5 LT ARRHIAL ORI S, WEREA TS L Tl
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H— 713 Haq et al. (1988) % &%,

Cofc$%4&‘/ ]“ <E L/Tmhﬁéné

BREICEIT2EYMAR U b ETRIEEE
—SERORE—-

S REVER D K 2 T IEB AR I R 1T 2 N BB RARE D HIBL & #ETR
BLUOERMOZLORE — %, ZofMEORMHEL L
DEFERICHEONWTERT L L, Db 3Eo MEk
HIRIET) DRAT— NV DEYA X R e LTRSS,
1 [B] B It (28Ma mitg) 131 2 EEIHEE O I,
2 [Bl B FACAR S O RiE Fh TR BT RS (17-16Mafiifz)
CRTLRO LV TEERSNL 2 7 oHE L g0
ﬁm Z U T 3R H IFAi#H, S fes 5 A (4-3Mafiifz)

BT EAUTFHEHE 7TV hEOEMICEE 5 A RBRgHIT
DM TH D, T O, KEGTIEEY EiF 7252723,
ATEIR TR (23-21Ma RifR) BT D&Y 7%
Bk, AR HHE 1IMagifg) (TR DT A~ N7 4+ h
FOMME, = 6ICITBBEENH (3 Maif) 1cBiF 28
EIBOHBIZR E, BEHEICBIT A EmA X e L TR
HTExrbotEZLND.

FEREIC & > C, ARBRMICRE REELZ T TH A
SHVE A R M, KRR L ORI IR YRR D25 H)
X0, B85 HEEWFRICHE S B REO A BBEREOHE
LMD D NVETHRETHSHH. Lo, BEHESHI
T W DU OURENIBR DS — 4 R L SRR

BAGRVCAT & > DEE DS RN 72 WX, BERIEE o /K A8 T il
b D WX ERHA OfESL %, WERBEEENITHE S BRI
DAREREROBOH TOZEEE L TERDITT 52 L
BTELEEZLND, :@ib@ﬁﬁmjof,%Wﬁ
P SN DB A Ry N By —r v ABFFICEE DS HE
A X2 b (Loutit er al. 1988) EXFRL TH B &, bip
CEbHEEMEOEIRE L TSN EY 1 X Rk
o TR, AR UERNE Z o T2 R ICE WEH T o
HEYEE 2 8 0 3R U 72 238 BRSO M TIRBRAL 23 AU TV o e B
Wichizn (M3). —F, EWEHICR TS 2[EE L 3
HOEYA Ry M, IR TR RERRED O ABICE W
JEHA T HRE R N & o TeRFIC OKR 23 H v D Z & A
B, BOOA Ry R T o OB FERE O &
FIEERXMOBRTREZ > TWnWb Loicihxbd. &g, #
DLNND5E, TROLEMDZFPEL T EEXD
VDRI PR T S SAHE T, BOE T O IR
DOFED K Z 7o fEEHFR ML Z - 72D TREED RLE R
B THomZ LR EhTwad (MEE, 200D). L
DLIRIN G, BEFFE O NERRHEE D OKRICHEATT 5 Ml
DO (ghost lineage) ZEET 5 &, ZTADDEYA X
VEDBEZ o ARG O, SR EEICORKOE
Z o TR, FEMNEE O AR L R SESS I A
Do TeRITE o T DD, TR IR DR 72 5 72
D>, B DVTEINTHFEDE Z - 7B 72 o 7z s, i
CRBITHRRSE & o Te e, 3720 HHERB PRI 13
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D WIEHIRI ORI 72 5 72 D B>, Bl S OERIEE DR
ETH#ERTDIZENTE R, 5% X0 % < oEREk
LT, RVBEOEWENRT —# LB RS
T2 EBMBETHD. £, EIEOWENSEERD
W ESEfUE, TR & DSAEIE D2 BT OV T
b, 5 LI T — 7 LHERERBRICIESWT,
KR LESRITURERLRNWI EIEES>ETHLRY., %
LT, Haqeral. (1988) @ — 7 Tk &N 5 EHEHEIR D
SHERD, BT oMb A LB & MR KRR B Tk
L ETHATIRLERDS S, 25 DOHFROERIC
X0, EMEOKAEBGEIRICBIT S EYA X b, W
TV — P A —F—COHRDPARERICR D LD L Bbb.

AFEE, 20044 6 A 26 B IcATbivie B A £Y)5422004
FEXTVRT T N THEY ARV b L L TOMHIHDKA
T TR DR THEREIC R 5 fZiElk, BfEnZ%
Kb, WERELEBEOHEHE] ONBELELDELOTHS.
KFEEE LD BITH Tz > T, Lawrence G. Barnes 18 1,
Annalisa Bertaf# 2, Thomas A. Demeref#+:, GinaM. Lento
L, SBHEORFAGICE L TWANA EEH X TV
7o72\ iz, Peter J. AdamKiTiE, fERZFEORMEDOEICD
WTEHR L TW e 2wz, BRI X, o ofib
FERLBHEEFEICONTEL DO ZHRW T EW, Bl

HE LB LU 240EFHHOF ICHEREGTA TN
&, ARar vy hEnikiZni, £k, YRV T A
B 55mIL, AREELDBITHIco TRESEZICR >
To. U EDFHZ IR BILH L LT 5.
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