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Sunken land bridges inferred from divergence dating based
on molecular phylogeny of terrestrial animals

Masahiro Shiba*

Abstract
Based on the results of molecular phylogenetics, this paper attempts to explain the migration of

terrestrial animals between continents or between continents and islands by land bridges. The possibility

of the existence of the land bridges are based on the sea-level rise curve since the end of the Jurassic

period, which is inferred from deep-sea drilling and the deposition mechanism of stratigraphic formation,

and is derived from the considerably low sea-level position in the past. Organisms inhabit and extend

their ranges within those natural environments. The migration of terrestrial animals and segregation

of their distribution should be based on this idea. Based on this idea, this paper estimates the past land

bridges crossed by land animals that existed on the present-day ocean floor. These land bridges include
the Scotian Arc from the South America to the Antarctica, the Pacific-Antarctic Ridge - the East Pacific
Rise from the Australia to South America, the Davie Ridge between the Africa and Madagascar, the

Carnegie Ridge from the South America to the Galapagos Islands, and the Mid-Atlantic Ridge from the

Africa to the South America.

Key words: Biogeography, Sea-level rise, Migration of terrestrial animals, Molecular phylogenetics.

1. FU®IC

MR FIEME R 50 F R FORBIIEET L
{, BETRIAERT 2% &Y O BB T REHRO S
MCsh, EhEHeTENS ORISR 7ML DE
B F ORIEAEROHEENTONTWE (BRI - &=
¥ 1996 ; £ 4+ J1I 2020a, 2020b ; Baker et al. 2005 ;
Beck 2008 ; Yonezawa et al. 2017 ; Kehlmaier et al.
2023 & L), ENLOMRIZLDLE, INFE THE
MTEYEZAHELTWAT L= T2 =7 G
£ B KBED AR B ZE DI & AW D 53 AR A — 3K
LT &L, RERBZT TRAY D5 W % 3

BHTEhnwZ b TE (B 2020b ; 74
FABR 2017 ; % E). ZD20, %L QLY
# (Poux et al. 2006 : Van der Geer 2010 ; 71 7 A
O 2017 : 7 &) AXBRAEY 0554 & BT B DI
[HYZEIDR, Wfh, AERCHEMNZE] ik
(F4rAa R 2017) THEWIME EEBEH Lz W
I WG CREE B O A R BB L Tv 5.
RS HELE, BNOEOBHIZOWT, VIR
¥ OEFKREES & HIR DI X B Sweepstake 53
(Simpson 1965) ICX > TENZHHTLLDTH
D, [ 2 85% ] 12l A 2 @ Sweepstake 235,
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AEWEENSPERTLHAREOHZBET 5.
HHIE, TOEZEZER, BAOWBIIHTH 7
bOTIEYO G A ERTREITH L EH
25, 2F, CERAFYOLA, ABLTVS
B D — ANt & 2 X B0 WS b R &
%o T, TOEBYWORIMAICBIT 20O EE L
THAED AN D B, L12hi- T, BAEHWORGED
SN S, FRIEFEAEZDOFEEN DN TRV
PO LI BT 2 BERG OAELE & 2 ORI 2 3
TAHILIZED, KEEMRE Z0 LIS REEEY O
BIHELDOBER 2 — L CBRT A LN TE B L
5.

AEGTIE, BFREFI L DA S, FekH)
W54 & EALIZOWT, NS BB O TR
HGaREL, ZOREGIIKLERE»GH SNz
EIZE D REAGME L 22 2T, EREROKEER
EORIFCWILAL G ZIEET 5.

2. BKELR EEBDILK

%8 (2016, 2017) & Shiba (2017) &, 55434
ERT O A E A R M o KO EASBAE L D
1,000 m &<, ZoEokEEORERE & EARME A X
DBEOHIEIEIE SNk Lz, LT, 435 4R
DD gk FFATH U TR A 2 0 o 72 Bl
WAKLTHEEE L 2, ZHUCE ) KEEE SN E
Tld, PREESNZ-AEMPEOBATEE o7z bR L
7= (%2 2020 : Shiba 2021).

FF YT I 2 0 AR O K HE D A IS D W T, SR
(2022 ; Shiba 2022) %, DSDP & ODP @ i ifi 4 il
2B B &M TORR F 7213 B 12 R KIS R
W ENEULENT WL ORE L, Z2nz
THMES A SR SN B EEE 7V (Haq et
al. 1987) 12 & 2 MHxF ik e AR 23k E o
e Ao, ke B2 e L7z,

J& (2022) & Shiba (2022) 12 X, HEiEHEIT
R &S 7200 £ 7213 B L2 RS E R OWRES D S
Ko SNV 2 FRHEMUBEOWEKEDREIX, ¥
SHARMTHAL Y6 km K<, PHIKY T3 km
BWEWIRERTH 72 T2, BT 2k E2 R
RTBEADGANS, KIEFERA ¥ FiE, KPFED
KEEFDHIRE HEDIZEAEDEPDOTORETDH
D, JKE3000 m &V ERWIEKDIZE A EDEHIEF
T F iR, DAL K L TRV
MR o7z #2505 (% 2022 ; Shiba 2022).

—7J5, AUESL S U] 5 AN S N E R E 7OV
(Haq et al. 1987) (&, Hulg sk #2856 & ik Dk

RICE > TR ENRE EVH DT, FEAOH Y
WRHE RS (ERt YTy 7) Bh 5 =8B
REEACMM AR E SN2 EHIE B (1991,
2019) &[RRI H% O TR BE % 72D 2 WAL 2 B Haq
et al. (1987) oiAKMEMMEZ R L, Z 0wt~
S v 7R (Fig. 1 (1) OiEKERT O 5K % Kk
WD TORREE LR LT, K A2 AL
RS TLEA L DL ERT. ZO#E, %

(2022) & Shiba (2022) %, Haq et al. (1987) o
VaSHARMUBEOERY YTy TREBRELZLO
(Fig. 1 (i) 2, wfriit =R o iAo A7 i % i
PHIOFERPSBAEL Y3 km K- 728 LT, Fig
1 (iv) WORT &9 Ak B e 52 L7

C OEkE R TIR, Y2 oK omKED
MEDPHAEL D D12 km K<, BAEIS 2T Tk
ONBPLERALTVS. 2O L3, RSB
5 HEAHERE T B 7291213, 12 km ORI 2 Tk R
WL TH o2 VW) T E2EKRTE 20Tk
KA S D12 km O ITE R £ 7213 K #E 15712,
TRYFPENNTDOY 2 THRBEFEREOMRGEE
(Sheridan et al. 1981) & 3 —3 ¥ %.

V2 FRE IR ABIEOHEAKRE X D 12 km K22 -
Jzlwy 2 it HEROHKREN—EELETILELED
W O R IZIIE O K EE X D12 km W7 X H X
SIEWE ZAIH T W) &Il b. Thb
B, Va7 RKIIGHEROPFENS LD H12 km b
Epolel bl b, VTR, KO
I EHL, TUZEDLEClEAKED LHLTES
L, BRBEONE D o728 2 AIRIK L THE
LR, BREOKEDPoIE I ADEEEE o7

ZLTC, Thohro2ToRMER, MREROKE, 374
DHMEROMIIRIZ X o TR Z o 72 KR ORI &
Bk #E B5 (RLEP 1991, 2019) & {EEEICWEH L 72
JENZIR A S (2& 2022 ; Shiba 2022) 2L - T,
W e B AS A 7 A o 72 1S TR B RE ISR LI A T L
FotEZOLND.

3. BIEFRHIEENH SHE S h 3 EE
3.1 MHOFREREZIRERLDOBKELR
WA OA IR, B (2020b) 12 &g,
DNAZ Ly =Y R2EY, 77)ACHELT 7
U AEREH (Afrotheria) &, F§7 A V) A ITHEL FL A
H (Xenarthra), @ — J ¥ 7 (28 & db 5 B8
(Boreotheria) @ 3 D (2T X[ B 12 5 » 72
(Nishihara et al. 2009) & &1, ZOHERIZES1S
9,000 ~8800/7 41T & s T LT % (dos Reis et
al. 2012). ZOZ LI KRERBHICL S 3 KEDS
Wi, 35 7&bb 145005 EFNICdbDr — 7 ¥ 7 KEk
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Fig. 1. The sea-level rise curve (iv) assumes that the sea level was 3,000 m lower in the latest Miocene than it is today, and that
the sea level has been rising since the Jurassic period. Post-Jurassic sea-level rise (ii) and uplift curves (iii) based on the
relative sea-level curves from the relative change of coastal onlap (i) by Haq et al. (1987) (After Shiba 2022). Asterisks and

letters indicate points of notice mentioned in the text.

ERMOITY FTFICKBEICGPN, EHICBIE1RE
S500/J4ERIICT Y KT FKEDT 7V A EET AU A
Doz e N B EM (Smith et al. 1994) &Y
R L, ZoZ LIk, TS5 KERT)
WX BEHNZTTIE R, KRESBE LI TZhiT

FHENTOWah oM T AV AKEET 7)) h KED
MO KVEE % W O A NRBEO 72 B DSBIEWICAT
ERL7ZEVIEZDLDHD (BRI 2020a).

H BE R 09,00077 ~8,80077 41 D 43I |2 DT,
B2 32D KEE D4 CEBIEK LI EE 2B
ETHb. ZO3IDDKENEDDETEL ol
x, #AaEcoriFa—a=7 v ii~a=7
7 UMRIZY 720, Haq et al. (1987) DL >~ 5 v
T B L (2022) OifgKEE FA M S b bh S &
I, Z ORI HERI K X 2K HEE b 250k L T
I 5Tz, ZoifpKiE LARIZZONMAZTTY
#300m bdH 5 (Fig. 1 (iv) *Tu-Co).

ZD3IDODKEEORIFTVBIEBNREZICH 72
MU VT HARIZ DS 2 wnd, u—7 ¥ 7 KEE
GREDILT X ) A KMk 12— 5 ¥ 7 KBED— A3 E
INDLAREE) M7 A A KEOERIIEAAOILT £
VAKBEERT A ARBEOME, 1—5 27 KkEE

77 A KREOHIZHY, ENIIMATT 7)) 7Kk

EHT AV A KEEE FO%R CHEGD H o 72,

T7VARKBEERT AV B KBEED R SRIEEHIC
HoEBOEM E LCix, HAICRE L 5 72500
BB DI TIERVA, BB DK DO KENE
WERSTH B, RIGHH I I O FRE fHE O L —
b (Fig. 2- @), F7/2@&7 79 A KEMD TV E R
HMEMT AV AKEMNDOYF 75 T EOR L
V—1 (Fig. 2-@), 2L CZOHDOT 7)) /KK
Wi =TS T 7T AR % W ) M4 AT O KV
B R R LT 74 —2 7 ¥ FilFGRICE SV —
b (Fig. 2-®) »fHeshs.

OO HRERVEFEPYLHEE BV — M, 0° ~dbik
10° D B O HE 2K ZES,000 m & 1 Vg AS I
BRI E AN, 7Y HKET—F DY
IJ L4 AR O REERIREEERT, M7 A
HREFT FMOXT FiAEPOMT 2 ) A KBEOF
TFERETIINIERFICESL. o TlE, KTE
PEFYLHEE O ROV F 5 A AW TR 2R bR P
fkrr, BRBEL A A% R REMRE A R T B A A SRR
&N (Kepezhinskas and Dmitriev 1992), #R&IZ(%
ZI ) v v v Wigh o PRI TEER <l rh it oo i i
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Fig. 2. Presumed location of land bridges connecting the Africa
and South America in the Late Cretaceous. D-®: Route
of the land bridges in the text. Drawn along isobaths at
a depth of approximately 4,000 m. The area enclosed by
the thick dotted line is the land or shallow water, and the
dark shaded area is the ocean.

FIKETEDIL (Gasperini et al. 2001), ZOHET
BIAREGWEAA SN, O k%% et~ %1
TR 2V b g & WK 3 LR TS © 72 ki 1
ORI AL A RKEOFIEIREIN TS

(Bonatti et al. 1996).

@OTNERMEH - ) A T T TV — ML, T
TV AKEDOF IETHOTIVE RTEED S EEES0°
~40° ORFERISEE L EBR L CTY 4 7T ¥ Tl
MOET AU AKBECELLDOTH L. 7V E A
O %30 1) b 0526 C VT 1 & ottt o> g o
A SH33 ) (Shipboard Scientific Party 1984),
DA a1 AR Ar b=t ) Sy 3T RS I A
2014), ZDHRIZT I I NOMEZ - HIZ X D20~
54000 HI DA L B GHFAR F L v VS h,
IEHE IR L T2 o TR LIRS TwiaZ &
S A2 % - T b (Santos et al. 2019).

@DON— 1M, 77V HKREERD T —TNST 7
VN AR % 8 D) B REAS® A 3T o0 R T P v U i &
HLT7+—=25 Y FilEBICESL. T2 OPREHEY
Ui D 7 — REZEA NI AR, K R~
R A BRI SN TWw5b (Kamenetsky
etal. 2001). 7+ —2 5 v FilEfd, JEERCORE
A0, BREBHSICEREEE L ZREBRED
wEHER ] TS 5T b (The Shipboard Scientific
Party and Burns 1973; Shipboard Scientific Party
1988). L2°L, INHUANTORMOIFIRIESD L
ZAR,

3.2 A—X+FUTKREOEKLE

HAE, A8, 7 AVAKREEF—ZATYT
KEEZER L, baBopB R L BUEREO T2
EWRENT S, T A1) A A 4% Ameridelphia & 4 —
A N5 7 A Australidephia ® 2 2D 7 )V — 7
WCRAIIE R T 5.

mRE (2018) 12X, HEEEAREROST#
fRFH 5 OSBRI 2 52,0007 45~ 1 ££8,00077 4
B (CEER~Yagk) Lah, Zoofige LTl
f&350005 40 (HIEAM) L3hTnwb, Fiz,
TR E LTI, mREOARHEIZY 2 T
7 4 A (Sinodelphys) 73115250005 4E/i, A1 27 L
X v 37 (Holoclemensia) 751 1%1,00005 4 Hi, 4t 7
AT T VT RBTIZIL00TERICILT A ) A K
BEIZH0A LTV, FIAIE T 14600077 4~ 1
f£1,00077 4E- 5 £ TOERHEE DD 2 (G 2018).

LA OFEILA 5 AT T A VU A KEETHEIL L,
F AL AR 2 & B A IS AT T 7 A ) A KB
T A h KPR BRI S ISR T & 22N, db T
AV REOHLEHNTE T A ) B KRB L THU
L7z Gatjg 2018) &z 6N TWwWab.

FHESHOMEALDNAT T, BT A Y 7 KEDRHA
KON, F—A M) THSENET AU K
FeTo4: L7 (Beck 2008) (Fig. 3). #LCTZD%
12, BITATEAL A S BEFT R0 (6,700705 ~6,34077 4F
) S TET A AREPSF—Z NF ) 7 KEE
BRI L2 SN, BT AU A KEONRY T=7 O
Prit] & S Ottt OE N S+ -2 T Y
THBHOLAPHEHR L TWE I ERS, F—A T
V7 ARHEEIHBEAREEZRBLZEZZOND
(Beck 2008).

L7235 T, F—A 5 7HBEI EEAREZ R
HLTAH—=A NI 7TKECHEL-0X, Hilife
SRR i & OB ORNIT, ZH LIRS
TAYHKEEEF— A NF Y T REOH DO
HTWZ EMS, BT AY KRR, 723
WiKEEE =2 N Y TREEZDOLIEL LDV —
MR EHEICI o THRTONZEEZOND., F—
A NI THEEE, FORICEH—ATITY T RET
7 IEEmAERNTHREL T, A=A FF ) 7 RETIX
& TH RO KBEO KR ZEALIC BT 2 EFH o
HIZXoTH v TN =T EEEWDO 7V —T DL EAL
2342 U7 (Martin 2006).

3.3 FBRAREIEWDIMILL 7=

T A A KREEEBKREE DMK, M7 AU
KEMBEO 7 TIBEPSZORMO Y a -V THE, M
T2 RY 4y FREE, 2L THICHT DK L CTRMiokkE
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DF — 7 ZHEPOHEBEENE MRS N L — 7 ik
DE 4, WhbWwbAaF7ikAH A (Figs. 2 and 4).
—F, EkEEF -2 50 T REOMEOLR
AT, FAKEEO T A O VG 2 S LT H IO
T, KPFFEMBEROMEOERIRERLELT, +—
ANTYTRKEDY 2~ VB OEICEET L. ZF0
Befeai i 7 A= Vil & 137KE3E5,000 m DR TR T
L R0, BESL I IICho - EGEARE
-7 EZ26N5 (Fig 4).

B IIITE, JEVOKRICE DN KO KETH
L%, BRI TKIA, b 1K DT
EN0EH B D Z A THh -7z (Birkenmajer
1987 ; Prothero 1994). Prothero (1994) 2 X #LiZ,

RO I & B OB TR BIB 2 5 ks 2
N, FIUIFEMAEE -2 NF Y T KEOHROZ A
< IR AN IR R SN RIS B 72 D
WIS S IC2 MR EGIEIRI 5 72

(Shackleton and Kennett 1975 : Wolfe 1978). &L
T, H I 01,4007 4 Fif (2 KB 70 K BEIKIR A%
MMICEE Lz L SN Tw b (Kennett 1982).
CoBWmEF D 0 ($9378007 4 HT) O RBIEE %
g biE, BmKEEE A —Z T T RENREER X T
G o2 LTk, BEKEO DY %Nl 5 FEik
BRI S fD 72729 (Prothero 1994) & # 2
S, FRKEEASE LR ICANL L CTORDREEICZ: -
Two 7z,
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Fig. 3. Molecular phylogeny and divergence age of marsupials (After Beck 2008). Number is divergence age (Ma).
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land or shallow water, and the dark shaded area is the ocean.
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% (Baker et al. 2005).

3.4 NRFFHEEIBICSOVE
RYF P, KFEOREREDO A 53T A5
BICERT L H /83 AR Y X v (Spheniscus
mendiculus) % DZFWT, TXTH M ARE & w15
WOET A HKERT 7Y HKE, +—ANFU7T
KEORM, =a2—Y—F ¥ N EHMBEO %124
BLTwa (ILIHIZA 2001).
R ¥ ¥ v H (Sphenisciformes) Z— %% 72 B4
BHIEZT7TERY F) R ERETSHIZAFFEEIH
(Procellariiformes) ¢, Xy ¥y &7+ 7 FU R
(Diomedeidae) 13#97,1005 00 (FHALEKY ~ — 2
FMyeFT o) otEolE AL TS L SN
Ny F okl ofba I,
=2 —Y—7 ¥ FO#6,20075 4 [ @ 1 1 5 ik o i
JE2 RSN, ZOFRIEIBEOR Y F & LB
Tw% (Slack et al. 2006) & \9. BEgri-ofbH o
FEALR= 2=V —=F Y FTHMLNTWS2S, M
KBEA S M5 (Pelegrin and Hospitaleche 2022),
WEFT 2 S IEHIIC A Cm 2=V =5 ¥ F LRk
FElEOZAS o TWC, W UMEEMRE AL Tnize %

ZOM%, XX FHPHIGEHHICEBRETE IS
ML LT, HERBIELOESGICZE b2, HEKRED
MR L7 #2515 (Baker et al. 2005). X
X UMMV, RyFUikb kb e
M DFEE B FARIBEIG T 5 2 LT, FHREO S
AN 2R T A ENTE, Ktk % sMo
WEBP A BT E 2 WIS AERT A2 LT X
DAL - BEETELEEZOND., TDD, RVF
NI T NT ARG % O F W CIRBE 2 AL 00 7R 8 i sk

FCHEAHMEZILTONE 2720 THAH).
NRYF VPRI SIS L 2L 12, B
KELILDOKEPESDZIZZ s T Edol

(Prothero 1994) Z & &, XY F UL KEEIZW
BWIEDFENIZST2eEZ LIS,

HAERT AR F V00 RMFEOWNGE (Baker
et al. 2005) Ti&, FMKEICHGA Y2 F 2
J& Aptenodytes & ¥V = v — XV ¥ V& Pygosceli 75T
i LA O B AR L2 BE L E Do g & A L 72 AR,
Sh 3TN (Blagitt) & shTwa (Fig
Bl U 7 BB AT S 1, Bl
KEEDSSEETIN L7l (R93,78077 4F i) & 1%IF
=T 5. Thbb, BEMBARICHEGXYF D
ML ZNDA D & ALY FroMkiE, #
CEODETR Y, ¥
MBI EN I LIZE oS hizbo gz
bis.

STREFICL R F L OMOGIFERDOT— 5
(Baker et al. 2005) 5, ZOHEOXRYF U 72HD
AL & A B DU X B MO 2 e T 5. XV
F NIRRT H720, ETIXTHHMTELEAH L
EZONDENL LNV, RVFUrogfE, <8
T =X ¥ ¥ Eudyptes chrysolophu 72 & B % O Z\»
TEL WD 2 HHOHIBIZ R S TH A (FREES A0
LTw3 (Fig 6). 2070, RVF¥F D% Ol
13 5 R B, kIO EE R LIS R
WD T 52 e TE Loz b s,

RIS 0% b oa 4 Y IV Y F 2V Eudyptes
schlegeli b & THMAKRELAMNZ AT 2Ry ¥ 0
W&, 278075 4T (HlWiprit) 12, Bdll=a—Y—

5).

Dz ki,

TR B KEE & 13
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Fig. 5. Molecular phylogeny and divergence age of penguins (After Baker et al. 2005). Number is divergence age (Ma).




Ty NEEBBEOEAICERT LI NV—TL, F—2A
FIUTREELRET XY A KE (HIGNTRALEHET 7
A ERED) CERATE 2007V — T L7,

Fig. 6. Bathymetry and distribution of major penguins around
Antarctica. The thick red dashed line is the estimated
continental coastline up to the Middle Eocene, drawn by
isobaths at depths of 4,000-3,000 m. The submergence at
the beginning of the Late Eocene is thought to have
caused the phylogenetic divergence and distribution
dispersal of penguin species with the formation of the
Antarctic Circumpolar Current.

b

Pacific Ocean)

| b
Amtactica ‘

sl |

ZLT, BADFT—A LSV TRKEDOT V=T LT
A AKEED IV — T 132510F7 4T (1 W10 )
i (Fig. 5).

Mk ZNUA (F—Z2 F5 ) 7 REB XU
Za—V—=5 V) OXRYF ORI F T
Bl COWMBERH LR, F—ANTUTH
EHDGET AV A KEP SR SN L & (6340054
B CTRAK L7-BEAGIE, M7 A Y oKk L mfiKRE%
DHRNWTWATIF Tk EZ 515 (Figs. 4 and 6).
ZLTC, MABEEF—AMNTY T REFLIET=2—
V=5 v FEDORWTWEEM (Fig. 6 OHRE165° 1
EDONL = —EBoJerEil) 1, BRI L 228
3780 HAERNIIXE K L7z 2615 (Fig 7).
F7, A—AMFVTKREL=Z 22—V —-F U FEDR
WTWZEEAR T L 72 FERE I, 278007 ~2,51075 41
ORIk L7 E 2515 (Fig. 4 and 7). & B,
Fig. 713, B KL F— A b5 7 KT 21
2=V =5V FEDLEWTWIEGATEA T, His
KEBEDSIRAT. L 7= i NG~ s g oo & A ok
B2 5.

Baker et al. (2005) (ZX X, BAEF—A T
KBEE BT 2 ) A KEEICHEDL NV X ofdiE, 2510
TAERIC M L7z &b (Fig.5). £ —A N5V
KEED ST A1) A REANDGED 7201258 % Rz
L7zBEfGIE, +—A M50 7 KEORENCH 5 KT
MM & L kT A KT A S T o NS

North
America

4) L Amtactica

18°E WE 4S°E

|

- | S L Bl ]
75°E_ 90°E 105°E 120°E_135°E  {50°E 165°W 180°E  165°W 150" 135°W_120°W_105°W. SJ'W W B0W 45 304 15'W. o

Fig. 7. The Late Eocene to Early Oligocene (37.8-28.1 million years ago) continents and oceans. The light blue and yellow-green
area enclosed by the thick dotted line is the land or shallow water, and the blue area is the ocean. With age, terrestrial areas
submerge and diminish, while some areas of the sea rise and become terrestrial.
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(Fig. 7). &E#H O #E LA HHR T3 Wi o i
KDL AI5,000 m KA 7z (Fig. 1 (iv) "LOI)
CHEENDLDOT, N5 OEESF B
i L2z BeIs E 7213 B 4 o & U CAEFE L 72T RENE:
WhHbHEEZD.

Pelegrin and Hospitaleche (2022) 2 X4, #5%r
Il 2=V =5 ¥ FORHKEDOLHLAWETILA D
SEBERENTHT, ZNEOEFOLLANTEET A Y
HRBEDRN —DIEHHE»S IR IR TS, X5
ZZENSDILADRS, —a—Y—F P —EoD
NRYFUMPBRICHEE L TWT, ZOMRIEBET
Bt F CTHEBE L T\ 72 (Pelegrin and Hospitaleche
2022) w9, Thbb, FoOMIlZa—Y—F5 U F
LRV — L DM E OV T WG, AP
DEZHozBEBEEELPHEEINE. Ll
LRI & 2 5% & BEA T % b 005 T-#Ens
5 I Tl Z DIAEAR & AL QIS 0N H D), 5
BEL L LMEPHELEbNS.

B~ LIRS, RSN ARV F U ol
ST 7 ) A1 KBERe M PE D I 4 \ IR L C oA L7z
(Figs. 5 and 6). Z#id, Whw 2 HHH O IKIEE
AT 72 o THIMR KB JE 38 0 2 7 FEGAL & B BRR O
BIMR5E L BE LT, TSR E 213 B Emwy
OB#HZED DL EbNS.

3.5 FEREOEL & mtRARE
FFavhEMRREVED T V—FI3EERE XIT
N, M7 AV AKEORRDLEY X5 FavHLED
T IS s nh, ZhUitoBA BT RT
PETD [HFFE] XS TwD (BRI
2020b). COWHFEHO LI BIX, BEOSATIZS
F =3 v Struthionidae 27 7V % KW, L 7T
Rheidae & ¥ ¥ % 5 3 7 Tinamidae 257 7V 7 K

4 NV Casuariidae 24— A+ ) 7, =2 —F=7
12, ¥—7 1 Apterygiadae ’=2— Y —F ¥ NIZA
BTah. T FTAINVEL=Z2—Y—F 2 FIZ
AP ZZWCE->72ZAFTTIEFT LR
Aepyomithidae & € 7 Dinornithidae & \» 9 F K7t
WLZEREMNZELZENAERL TV (EAI
2020Db).

INSBAEERT AN FE OB L, kLT
VANV ALETNOET 7 2OWKE SIS,
FHOBENEO @R S S L7z (Yonezawa
et al. 2017). ZFMUT & % & HFEBEO LML, DS
WIOHBET, U—=F 3 TIHMLTNED, £0
B BB E 2 2 RO O 5D E L 2
790075 4EHT (HHiR D v 8= 7 V) I2FFavo
HeEEZNDADOD DL DRITKRZ 5 72,

FFa v OMBIIZDORICT—F 37 TRELL T
RRZBVEERY, 45520004 Hi 12> D &2
o7 7Y ARBEICERLT, -5 Y7 Tldikit
2o TR L7z (AN 2020b). &9 —JioEh
PDAO T NV—TX, ZOFHPT Y F7FREHKD
MEIROKBER R 4 12045 2O TR THEE i3
n, FomEFHEO L@ B X 2700077 4FHi
FTIIT AV AKREPSET A HKEIZED, A
A & 88 S AL OBE A DR BT AR 4k L
THPEERDO KR B 4 124 L7z (Yonezawa et al.
2017) (Fig. 8).

Yonezawa et al. (2017) I2X % &, B§7 AV H K
B L7 oA B L 2700005 4E /i w250 L,
BODOLOOHRTYFFF a v +ET7TOHEDO IV —
Tl ZIa—+elAf RN +F -4+ F V=
2D D 7V — 7 H6900 5 /G0N, HiHED
TIV—TDOHET A AREDOTFTFayoflke
Z 2=V =35 Y FOET OMIEA540077 4 B 55 2

FE, = I 2 —Dromaiidae 25+ — A FZ Y TIZ, &7 n, BBZOTNV—=TOHNELF—A T YTOL
LAULY) (IR (AU IRLBCET LU IRLRY (LA LIS N EICLN RIS RS RLRILA LR B Y AT B B R KLY |
80 0 60 50 4 30 20 10 0 Ma
Cretaceous Paleogene Neogene || Ceobucalhee
: : ; Area
o e, | PaleOCENE Eocene Qligocene Miocene  |Pio) = -
Campaman Ut Early }Late Early | Middle [Late Early l Late | Early }M\ﬂdte{ Late E\L & Ratites
| ] Struthionidae Africa
M Rheidae South
I 5?!0[ Tinamidae America
‘ } \ | [1] Dinomithidae | ye\y 7eaind
] ‘ | i Apterygiadae
T = ‘\ I J J-L] Aepyomithidae | Madagascar
S ] E— I — P
%0 \ U| ‘ ] l Dromalffiae Australia
\ ‘ i | Casuariidae

Fig. 8. Molecular phylogeny and divergence age of ratites (After Yonezawa et al. 2017). Number is divergence age (Ma).
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Ia—te s A R OHIEL6,60007 5ER/T 50,
FNPHNDOL DN =2 —T—F Y FDF—7 1 Ol
L FHAINEDOIE X V= ZADOMIERB L F
6,200 )7 AE B2 A U 72 &g S 7,

MAHEBEEDO ) BF—A MY TRENOTI 22—
v 74 K OMEFPHIA L HE =B R T
66007 ERIIC A NI, A —A NS THE
WO T A ) A KEDP SEBKERHTA—ZA 5
T RPN YE o 72 BEfG S 2 72 L e B, b
L, EBEOIIa—Lbv s A Yo +—X
N U T AESHOME L F UM KEZ B> T 7 A
VAREPSF =AM TV TREICEST2EEZON
5.

M7 AV AKREOYFFFavoflfitoa—Y—
5 Y FOET OMIEHS4005 EFIC Tz 2 &P
L, Za2a—=U—=I VBT A AKELOFKEFOE
HSRTIIGF I TR L TV 22 &l b, DV —
MIXRYFUDPHFIH L2 =T =TV FOMPLE
T A ) A KRBED ROV =T 9 KT-EE R 4 — HOK
SEPRHENE & SR B kR E 2 b b (Fig
7). EZ ORI LA IR a G o KO
1718 2%6,800-6,300 m K4 - 72 (Fig. 1 (iv) *EEo) &
MEINDDT, THS DR RS- 22l etk
b Fiz, INHEREOMEIDLEL LD
ERMNZED > TWT, BICREEEIN TR 2o
b EZONDL (EWI 2020b0) Z &25, o)
WIDSEN D o 72 BABWIS, RV F VS & ik
LC#E-7z k91, EREIZTHEEEZRA THED 5
T&7EBbhs.

Za—V—=F YV FOX =1 DML LT HTA AN
BOIYF V= ZOMENB L 2620005 F07; (i
WERTHE) 12 L7 (Fig. 8) 2 kicowTi, €h
DHiIC =2 =Y =5 YV FERFTTANIVEDNEDOD X
o TWMEEESH Y, ZoOV— el Tza—
V=S Y FDOEEA ¥ FEEmEE P g v R
Y, YAH VL VBRERBHL TSP AANVEIIES
KO (Fig. 7) DB 2R S 5.

3.6 YHEHADILEDXY XYIVELE

Y HAHNEZ, T7)AKREOHEDAL ¥ Rt
PRI d & A 4 L OHiE 2B T, T7UHK
el =R > TRTONTAWT, &
O W EEIZR400 km H B (Fig. 9). ¥~ FHT A A NVE
X, FL—FF 7 P AFTIEA R L E D RISA00
AR (RIBAWR) $TIET 79 7 KB S50
LCw/k &b (Tarlling 1988).

<A ANV, BEREAOFEREE (i &HA
Strepsirrhini) IZE T 5 F Y A ¥V (LA —)b:

Somalia K ‘ o

Sornali Basin 7

15°S : Pavye,
i racture zon
Mozambique W

Mozambique [
P‘i ateaus

35°E) 40°E]

Fig. 9. Submarine topography around Madagascar Island. The
dotted line is the Davie Ridge zone connecting the Africa
and Madagascar. Numbered black circles are points of
deep-sea drilling site.

Lemur) #A%Witr (Van der Geer et al. 2010). 2O
XY APV EEBOF VD, £V F (L FTF)
ERTHAANVETIBELTCWEI NS, DTS
OMWHITIIFERGIC XL > CEE L Tz S, 2ok
Bl TLa—1 7KEEl & Xidns (UTF 199).
EHOBRREHIZ, F—av b7 2 7 KFEOKE
FritoMwlE» SILEE LTHONTWT, @RS
TIRMDOALE D S DERH OSBRI HELOH I A
FCTMBLEEINTWD GEE 2002). BAHHEIE <5
HAANEIZNDFY A FVEZTTELRL, 0
boldilifklENs ) ZFNRT VTICAERT AR
YARET TV AREERTEHTTIRRY b—Th
% (Purvis 1995). Federman et al. (2015) (& %45
ToalkFEomsE i, MAHEHOF Y A F VAT H
Lemuriformes & 1 1) A% H Lorisiformes %%#76,200
JAE (RiMIBERTE) 1, ¥y AFLVATHORTT A
7 4 L Bl Daubentonioidea & ¥ v % % v LI #
Lemuroidea %5550077 4515 (Riilaasit) 120k L,
360077 4T (BWIHH ) 2% v A F WV ERAKE
{3DDT V=T TR L7-L Sh7: (Fig 10).
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NSO EDNS, RYTAANVEBIHLT A T4
Daubentonia b &0 72 % Y 2 FIVHEHIE, 505620007
AERTA 5550075 1 (BEFT i ~wiWlia i) ofic~
FHAANVEEST-LEZ BN,

McCall (1997) 12X X, EHF Y E— 27 #EICH
274 E—iipsiid, FRaR 7 v a—Aaz Lok
WEPSRY, 2 OTER TR AGEE 2 S 8 8 WEr
HAZ T TR RIREEZ 2 TWT, oI Z o
SEDNEBORE E R LT RESH S v ).
BEHL, IFTAANVEDOFY AP VEIL 0T
A=W H S G IE S T T T AN NVEITR
TlEZ2HN5.

BUE, <7 AAANVEICE, FYFFVEDIEFM,IC
7 ¥ L v 27 J Tenreciae, 7 + v ¥ 7% & O L AH
Eupleridae, ##i%i Neosomynae, I ¥ F A8, vy
E) 2 EOBADOHIESERT S (Van der Geer
et al. 2010). F7z, Fofiz 4 2 (Kehlmaier et
al. 2023) HWT, POTIEZEF IV AR DR
WiEBH (Yonezawa et al. 2017) H 7z,

T YLy 7 AHIIOWTIE, T AANVEDT V
L v 7 #fi £} Tenreciae & 7 7 U A KEDOKRK Y €~
7 — L Wi B} Potamogalinae @ 43I 23 %94,700 75 4E R,
RTHAINEDT Ly 72 FHOWNIRIIBIT 5 —Fd
WIrIE 23290077 4E R & e S Tw b (Poux et al
2008) (Fig. 10). # D78, T T AW NVED T~
Ly 7 B OMIE134,700705 ~2,900 5 4E A7 (B i ik
~HIWEEE) £ TOMIII A ADNVEBIZHES7-2
LWl b, B, $TICHB LIS T AT NVY FT
FIZOWTIE, ZNPEREHOYFTHIETEHD
TlER L, 7¥ Ly 7 ZAWEoMES Sl L 221
WHDH % (Buckley 2013).

7 %+ v W Cryptoprocta ferox X, 7 F <% ¥ 7 — A
Galidia elegans, < % 5 A H )V ¥ ¥ 327 4 3 Fossa
fossana T EOERH PN WE., ZOEKWHOEIWIZ,
Eizirik et al. (2010) 2 X iE, a < v 27— 2HifE
Euplerinae & W9 =207 Vv —=712F L Ty, —F
LEEDSDIRT 7Y A REICELT <Y 7 —AF
Herpestidae 1272 5. TS ERWH OB O 5FE (=
FMIgE (Eizirik et al. 2010) TlE, v ¥ 7 —Af&
AN 2 T — AR O SR AE A A52,55077 AR ET (F 130T
Frilb) L Eh, ENETA C—iEED G - otk
ORI B2 0, T4 ©—EE O BEGATEK L 72 R
LHEL D, FHOWAKE LA T, BRI o
TR DALIE A9495,100-4,600 m K22 > 7z (Fig. 1 (iv)
*LOD) EME SN, T4 ¥ —iliaa 33 AE O KZES3000
m TNy H ANV &S 5.

3.7 HINIXBEEA L KEDIIH X
HINTAHEBIFIZDEA SR D, RERFER
HORIET 2 A Hh 500 3T RWHHEO LICH S
(Fig. 11). A9 /8TAFHEBHF D5 a3 AifEElE, 7
L—=bF727 b= ZFTIIBAEOT L= OH ML
& &N (Hay 1977), b - & b HWETH300~500
FAERNCER E - vwbib (Cox 1983). #F/%
TR, A4 7T F M 77 ), BEREET
ATHBLHINITATIH A, A+ MAY, YEY,
AL EDORIEE I EYRAXI, F—"74 ¥
T4 YT EEAOREAFANT, FEAOWWHD
H5.
ZDABLYIH XL, HINRTAEELUI, BT
AN HREE NI, T7)AKE THTAAH
VE, T4 ¥ FEDOEAL Y2 VEEER<Y AN L ViR

Daubeniona |
| Indri

RETAANVEIE, ZOBTRROWERD  WHBOE—) v AREEIZERT S (Vries 1984).
T % T = T T T T L= A T T T T 1
80 50 40 30 20 10 0 Ma
=] .
Paleogene Neogene £ | Cedloaical Age N
Paleocene Eocene Oligocene Miocene Pio| = Animals of 2
Ealy | Late Ealy | Middle [ Late | Eary Lale Ealy | Midde late  |EJfs= Madagascar
‘ [ Strepsirrhini Federman et al (2015)
620 ' Loriformes | Africa
g.
|

ﬁ 50 - I :
‘l ‘ §Jaa|‘ I !

o femur | Lemuriformes | Madagascar

| Eviemur

Tenrecs Pouy etal. {2008)

1] : P Africa
q 290
] T { I ;:?nr?;nleres | Tenreciae | Madagascar
| Fossas Euinket al 2010)
25 i Herpest Alfica
— 195 I T | Galidia
s | " T i Eupleridae | Mad:

: t =1 Cryptoprocta
T | Fossa

Fig. 10. Molecular phylogeny and divergence age of Strepsirrhini (Federman et al. 2015) and tenrecs (Poux et al. 2008), fossas and
other carnivores (Eizirik et al. 2010). Number is divergence age (Ma).
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Fig. 11. Submarine topography of the Galapagos Islands and
their surroundings. The South America and the Galapagos
Islands are contiguous at a depth of 3,000 m isobath.

HIINTAFHED 7 H A%, Chelonoidis niger (278
FNBIHEHEAFERENTHT, HUBODL DN T

A AKEEENNTFHEICERT S (Kehlmaier et
al. 2023).

T2, AZXIFIF I NTAHET 3 OOEAEH
BoOLNTWT, Zhsiddn, i, M7 2 212k
BLTW2AXIFOMIBICEHILL -7V —T L &
N2 (Clark 1984). #5/8T A EORWHIE, #
DREFIZ BV TR OKBEDZN LIEFITHR L > Tw
T, L ORETES  EEL WL O OMYWHOF
MZOFEBETRERMLTWT, REICERLTED
DTHRWVWZ EERLTW5S (Eliasson 1984).

VOARADBIZTOI M3 N TN O Ik o
ZefE gt (Kehlmaier et al. 2023) 525, V7 7 A M
7 7 ) A KEEO R 5 $94,30005 A RT (s
) IZE L2 AL N7, FLT, YA
WL VHBHETOE—Y Yy AR, U)X RE, L
oG VEBIZAERL TWiY Y 7 X (Cylindraspis

&) 25, FofoT 7)) hKE T TAIVE, k&
A2V, TVYTI5ME AV F, BT X%
Kb, HIXTAFHE, "NYHEEOSKE N ARO
BEN L 391075 4E/T (R WA ) (S eI sk L 72

(Fig. 12).

W L7200, T AINE-T N TS
Bt -t A Yo VHBICAEART 2B LI
Aldabrachelys J& D 7 )v— 7T, 779 h Kk, 1
K, BT AV AKE FINTREE, NNATHED
A & &tk 7V — 7 5343077 4E 1T O U
ARG L7z, CoRflE 2FAOHIEE, 3T
KRR T HAANEDT v Ly 7 AF DI
EELYD, T7VAKRBERBEIAA LV VHEBERY
HANNEE D% CHERD, HKELEFICI DKL
TR D 5.

RYTAHNEE, TVY T8 L Y 2 Vi
B0V A AR, 157007 ERT o R iz 2 h
FNOEBTHEARE LTHIEL. 2oz ki, <%
AN NG EZNE DL 2 I  CTREFG T
Lo TVl LR LTWA. EHOEKE F A
BAECTUE, Tt o WK HE O AL X BIAE i K HE X
9 4100~3600 m kv (Fig. 4 (iv) *MMi) Z &35
INSDOEANEFDZHFETHEBTORI> Tz
MDD 5.

KA O EAR TR O 5 R (Kehlmaier et al.
2023) TiX, 77V I REEL Y RO T RAE, T
T AN A REEE TSI AFHED T H A DIIEAE
H32,83077 4w (RTHLHTHRW]) T, M7 AV AK
e A e HFGINTAFHEEE T ) - INATHEED
VAL DG H3250007 4 HT (R MR IE) &
HoTWh, ZOZEIX VXD 02880
T ~2500H R ORI, 77V D KENPLHET XY
HREICE S22 EERLTWES,. ZOKREROR
B, THaDbEREEICHIEL Tz Blbh s B
LTI, #%ilk$5 3.9 KIGHEEES B

—T LI o e |

50 40 30 20 10 0 Ma
Paleogene Neogene & | GedogealAge
Eocene Oligocene Miocene Pio g Area
Early Midde [Late | Eay | Lae Ealy | Midde | Lote |E L2 Gianl Turtes
: ; : Cyindraspis indice, elc.. | Mascarene lslands
! 13 | —  hachels giagantsa (Ndabra, Seychelles
a 3 I 2 Aldabrackelys giagentea | Medagascar
— 7
I Kinixys, Geochelone, ec.|  Africa, India
Chelonoides carbonarius | South America
B —_— i1 Cheloncides chiersis Chile
50 Chelonaides niger Galapagos Islands
10 : : 1 Chelonoides aburiorum | Bahama Islands

Fig. 12. Molecular phylogeny and divergence age of the elephant tortoises (After Kehimaier et al. 2023). Number is divergence age (Ma).
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WeF v I ARXI] OETHERT S.

BT A AKRBEZES T T ATZBIE, I T
AR EFTY, INTFEEDO N ADOMED T IV—T L
ZFNUID 7 — FI2250007 SEFTC G, H T8
TRAHBEF VDT NV—TE, ’NATHEBOTNV—T
22,1007 FEHT O B 1k L, A7 T AGh
BOLoEFU Db oH170007 £ (Hi b7 )
2L 72 &b (Kehlmaier et al. 2023). $7%b
L, BINTAHEDSIHTANR, FUOT V=T
L7z &2, HISNTAHEEIEE T X ) A KD
LIS L2 Lz, ZoRIES 2 51,7000 4E
W ORI EZ 57282 5N 5.

HINTRAHRBIE, FRT AV ADIAAT ) AHD
DO AT AEDOFEIRICH LD, BT AV B KEED
S5FT 27 7 FVORENCH % — 4 F— a0 IR
DIME LTS, BELL, HI/XTRGHEBIERTHH
FiFEFTHET AV AKREE S — A2 F—EHHOEIRIC
HotzBEH (FF7 AV B LT —F X —EII BRI
3000 m LR OERERMCTHHT L) TORAToTW
T, HINTRATTHADMIE, ZFOMEH%EFE- T
HINT RGBSk EBbRS, LT, A
MRENH Z o 72 KE L FICE > THT AU B KRE
L — A F—EOMATAKL T, VIHRXI2HIEH
FINT A Lz E 265N 5 (Fig 13). #i
JRF S A — A F =R F 721k T 3 AWEEO TR
o BEMICHEA TV Y Y H AL, #HEKE LI
o, XODBVRONLINCAERT L L) ICR
D, FNNEERY, HEAICEAT AHMEAREICK L
T, TOEOBERELKIEFHICL Y ETHH >
LTAIZV I APEE RS2, TD20, ThEh
OB THEPETNEEZONDL. bbb, 7T
INTAFEEOMIBWINIE, T XCF AT 54

Present

Oligocene

Sea level

Fig. 13. Land bridges crossed by ancestors of Galapagos elephant
tortoises and their submergence.

DRFEHTHH 5.

3.8 NI1—HREBEICEAXANF W

NI 2= FEEBIIRIS0D T v THE L AEN S 2D,
&7 2V A KEEA 51,200 km b BEh 72D IS T
HbH. NI 2—FEBIE, dET AV A KEED S KRG
5000 m DEIERM TRV ED RS LWV L D BTV
EICHENRTWS (Fig. 14). TA%NI 2 -5k
OEFMOHIE A HFEH A DILAAFER SR, Tk
HAWFHMMB LT A) hRKEO= T F X
(Hesperotestudo) J& ® ¥l & & 1172 (Meylan and
Sterrer 2000). = A7 A, WHES S SHH
WA T T A V) A KRB HA L7zfik L7z REA 2
T, HHRORSDPHGETLVIT AL EREVLD
$ &% (Meylan and Sterrer 2000).

NI 2= VHETHETADILAZER L2 H
X, ZOHXDEHESHE L TIOBICHEL LN
am L7z (Meylan and Sterrer 2000). Van der Gree et
al. (2010) &, BROB;WHHSLHENEEREW 25D
DR E O LN, BADHERIIOV TR
TANE =D D72 LT, BEICL2TERES
ELTWA. LaL, ZRERBICERTE LG
WENTWRFRIE 5720, O BEKRREIR S
NEZHOTHo72Z bl XHIZEBICHEEES %
DB OMF/NRREEEAL % & CHEIS T E HESR S
N, Hizh=y FOMBBEIIL ) ZORCERAEITEEK
ENTELIEDNFRRERZ 2L 5N5 (% 2020).

%B, FHOWKE LA TIE, Wt oK IED
7 18135,400~4,600 m O#iPHIZH 2 ((Fig. 1 (iv) *OD
ZEND, ZORMIINI 2 — FHEORES X OHIE
A, b7 AV A KREDPSZDBICHERZIES TRE
HEEIE B ETE L.

North
America

Little Bahama Bank

spw, S

Fig. 14. Submarine topography around the Bermuda Islands. An
isobath (white line) at a depth of 5,000 m connects the
Bermuda Islands to the North American continent.



3.9 KFEZE-IHHAFILET P TRXZ

M7 A A KREECBIE, IR AERT 2B E DL
B F Platyrrhini E B HO 7 v V27 2 X3 8
Caviidae ® ZNZNOMIEAHS, IEH 2> S Wl o
MUK TESTT 7Y W RENSE T A ) A KR
Ko7 SN Twb (E 1995).

HELERT2EREHIE, FYAFVEE AT AT
WMok bFREERE, ERATREETERLR
BRI H D 2 0250 5, BT HIZA < LR
PR, M7 A AKBEIZOAAERBLTVWSEZ L
o [HFRFEL] Ewvwbh s Galk 2002).

FRF L OEDPET A1) A KREPSFERENS
DL, G2 5R250075 FH5 (I tt) Lo i
Br5T, FRNETHT A A RECIZEEEMLA
BE o7 %<, 250077 4RI A B 2R H 5L
DAL DFREINTL B2 EHh 5, FiFF L ORE
Mkl ENTE&7 (HH1995).

PRIV ORI LT, b7 AV H RERIHD
WD, AT A ) A KRECEFEEREOLAIEH S D
DOIERBEEE A PEFHOLA S A 7w L L,
PRV L 22 AT A Y A KBEERE T
AN A KRENRETORN o TR olwn) I bh
5, H0LITAHZOFEIEHEINTR (HH
1995). &9 —2DFE LT, 77 HhKEDORIKLY
BERENRT 7 ) KEEP S KIEEZ M- TRz E W
97 7)) A KEERERAS, BATIEIHII TS
(%3 1995).

—J)i, T A)HIREIZZEEEOTF Y V7 A X3
HAERLTWwAD, Ty Y7 A XIHICIE, ELVEY
FRAENTRERHY, ZTNHEY~T T VHlH
WZEIN, YT I VHEEHASET A A RKEET T
UAKBEIGHEINTHEELTWDLZ RS, TV
7 AR IFOMEHNT 7)) A KEPSTET AV H Kk
CHESTEMRELEEZ 5N TWA G 2002).

LA Re sk & AR OB R 7T OWFFE (Poux et al.
2006) 1 XL, L ESEEAI3,70007 ~1,68075 4 i O
M (BEIGHHE~ ) 1o, 7YY AXIH
134,54077 ~3,670/7 4ERT O [ (FPII ~ B WiaaE i) 12
T 7 ) A REN SRR LT, BT 2 h Kk
T L7z L S, TWEAFRECE T A ) 7 KR
WZHFE LW D 5 Lk RSN Tw b,

COFMRFNEF VY7 A X IFENFEMIS, T T
VAKRBENSEHT A ARENFHELZETAHE, @
{5 T-fEMT D% (Poux et al. 2006) 2SHEM L 72 i
DR S, Z OHPADE % 2 2 WGP
370007 ~3670 T FERIOM & B, F7z, WL XH I
T 7 AKREPSHET A A KEIZHES 72 A
TN AKRERED AL LTAE, Thb

HLE T AV HKEANDOFEFEN O HIPHI1£288077 ~
25007 FERT O (W) TH Y (Kehlmaier et al.
2023) (Fig. 12), TISHWMHEDFEMRUTIZTNAEL T
(AV-%

ST EABE ORI & O ARRHE 12 IE, B o
£y 7V ORENEFIED2E 50D, FNHI5E L
72RO W T Z DRI DREBFE L, 43
EROFNT BN ERLRELZ LR, ZNOBRRL
EREGEBRNAELL. ALAIZVOORETH EZT
b, FABHHETOLRR SN DI TIERL, AW
LA e LTHBOMIIRINBHERIIL R L, T2
HOX LA R EINDL L IMAELRZETH 5.
2070, {LADLFINTEETH ), Dz E5s
5 ECEBERAPERINTO R WA, Z 040
EROKBEDLBBINRDIDIIA S EL2H5 .

F72, BEBOFEEYMICOW T, BEEOMISOR
AR & ke LRI XY, B X o TIE BRIk
LCHEGSEMZ 72D, FEDRN 5720356283
HolkEZoND. T7YAKREEET AY HKEE
L xOL CEERBIZOWTIE, Fig 2 OODHIEDHRIE
KPGEEPYLEAE IRV — b, @QOEDOFHD TV E A
H-VFTIUFMWEN— L, QDT 7T A -
T4 =25V NGV — 25D, Ehd BIEKE
5000 m &£ ) ERWIFIK CTlifid 5 & 2 AT, FHEOME
AHE b S AR C I B A i~ W R ) F T ok
DM EABIAE X 1 5700~4,600 m KV #PH (Fig. 1
(iv) *LEo-Ol) % DT, WHE=4 T AITKIEEZ %
Wi 2 BERG DAL L 2 fetEDs 5.

HPIEOLZAH, BRIV ETF V7 A XIHFE,
VIR 2B DN o T RV R NS S BEAG O 1E 7
MEEIAHTH L. L L, HHE»SHHiom
2, SIS OREEEIY D AN o 22 BEAG AT EE AT
AL X, BEOEWOGA N SN L L%
25.

3.10 AV TBISIEALZKEE

A THIHRT A AORIZH Y, WA v Nkl
W EN#ETH S (Fig 15). WA ¥ FiEBiE, A
NIHEBERT VT4 ViliE, N7 VT4 VHEE»D
B ENh, K7 vy7F4VitBiEda—nEg, A8
—a—=95, Vx3ANE, TTNVN)aABRERNPS
%Y, INT VT4 VEEBIZAEERO ) — 7 — R L
Wow 4 v FU—FiEE»SRY, ®A) 7L L
N5, A TWEZEDMIT S LA T VLERM T A
VARFORE AL T MEIILBOB2DH 5.

KT V7 4 VikEIZiE, »o T 5 EEOF RV
DBHEBLTWT, ZOMICd 7 v F 4 Vi E ORI
LA ELT, TV 7RI, KEloF<r
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Fig. 15. Caribbean islands and bathymetry. The shaded area enclosed by the dotted line is
the Eocene to Oligocene land area that is drawn with reference to the land area
inferred by Macphee and lturralde-Vinenta (2000).

€/, VL FUEHOEEREIE, MRHE Tl
FTTIET VT4 Vet —2F I3EEOBICAERL
TWizt# 25T Twb (Woods et al. 2018).

Woods et al. (2018) 12 & B1LA & % DNA @M
", R7 VT ANVHERBOIY YA hEPLFEAEN
2T TICHR L 22k R Vo 0L 298, 5056
185077 ~1,75077 41 DO wi { e 42 7 1) 7 i I
HERLTWZ AWLMoz, ZLT, 215
&, EHIEA S WO, KT VT 4 VEEEH
T AY AREIHE L EODEI I > TV L, £
LCENSIEFMT A ) A KEEDP S ZOREME 3% -> TR
722 SN ENT (Woods et al. 2018). F 72,
WA > FEEBOKR Y FAEDWE £ 7213 bt v
BT A A KRBEDSPESTRT, WA~ FEEBNT
ZRALL7: 2 & b FREFOMEN HH LI
72 (Reynolds et al. 2013).

COMT AV AKBEETA ¥ FigBE DR 1Tk
&, T VT A VEEOTEMIITFATE 5 T RN A EEE
G ERIROBEM T, —RIZORD > Tzt E R
5N (Fig. 15), €oORE#MIEZ [7XY—NVI 7147
(GAARIlandia) | & XiZh, ZoREBIE#iHHO
HFCRBEREREZ OO, Z0BITEMNIIK
L7-& &5 (Ituralde-Vinent and MacPhee 1999).

VA ¥ FREEI21, Yo i3te, 120fiz 2 2
57 7=V A7 BAEELTWS (Reynolds et al
2013). WA ¥ FeEkEso v v X%, midih o

21005 4B A F R T AR EF VDTV —T L2
S0l U7z (Kehlmaier et al. 2023). SOV X D4y
fizEZbE, BELLA) THWIHolr—VI ¥
T A TIEHITR i CTHEEL T eE2 oM 5.

4. BEEBMODT EILA ZER

INFTHRTERLLHC, BEEHY, &I124505
6,600 4E T LA 7 A A 350 B B B o 5541 13,
HWEDHEKIEDNE DZEAL, § 7% b B I BIIZ IZBIAE
DRESAT L BRI L TwB EEZ SRS, K
R A v R, KR O KRR 8 00 7K 33,000 m
IDECIBEDIZE AL, BHIEE @ Ec
FEERTH O, BRI VIEIRIC R o 2 E 2
55 (4 2022 : Shiba 2022). L7:A%-> T, #a#it
&0 E O BERT IR £ 0 A A IS BIE DO HRE O )i W
orasBER CKBE) 2o -wigtEdrd s, 2L C, Fh
LD TOKREER HMBZOKEIE T42bbREY
(1991, 2019) 2SaR 7= ERDOMIG IR X 2 KEEED
Bl X 2Kk A X o T, BRBMISIEICIEA T
LEoktEZONS.

AT, BEDFTFRHMEFOBRRE D LI, B
IZREAF O FKERE 4 L OB OBEIZOWT, [E
Bk 23RN COBRGOHELED RN,
TRUEIRH] 72 & OWE & AT 2R3 5 S L7 1 g
A = R L HBHEE L72Y 2 TR R LB ik
S (2% 2022 5 Shiba 2022) 12X b, #FEDHF
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KBV > 72 R 3 B A i — RS- O e G
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ORIk 72572 FH v ¥ — 2 DT 4 ¥ —iisE &
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¥, 7+ vV REOERWE BEE Vorxozh
FNOHMEI ST BbN b, HINRNTAEED Y
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5 Wt O B L R PE i IS4 & o 72 BEfG 2 5 - C
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EF
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