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Abstract. Understanding the process by which life diversifies is one of the central issues in biology. To

clarify this process in focal taxa as well as to conduct phylogenetic analyses, a divergence time estimation—an

important analysis to determine the timescale of a phylogenetic tree—must be performed. It is thought that

the diversification process can be vividly reconstructed by estimating the diversification rate and ancestral

geographic area, characterizing ancestral ecology, and mapping ancestral habitats according to a time-calibrated

phylogenetic framework. Here we introduce a divergence time estimation method and various other methods

for reconstructing the process of diversification based on the time-calibrated phylogenetic framework with some

study examples of aquatic organisms, mainly fish.

Keywords: molecular phylogeny, divergence time, supermatrix, character evolution, diversification process,

geographic range evolution
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HER EDEM DL 70 A% HFT 5 2 L%, i
{CEHEIIB T 2RAKOMED—D2TH L. % DfFERD
720121%, EYME T 2RO L EHELY 5 2 15
BEOEWRMEREHET 2 Z EEETH L. 201
FCRITTE D, DNABERTIOETHEM BFRET 21200
T, BEDEMIB VT TR IE E R LTS
7o, 1, REATIIERE L & ORI LRI FE S W
T\, DTFRRBITIZE N BB OTICHT: 238
EFENIEDWIITCH 2 7: 0, R IR T % X
Db, RI-HOBELOFELZIFIT L, HENLRRE
HWENHER EEZLNDS. bbDA, HWMUALEL
DB VAR, £ 205 DNAKIREE S 2 L
L, DFRMBETPEH TS LW EDE W, L
LGL, B4, KRy —r v —%2FnwsdZ Ltk
D, HWEHNHLWKROA T v Fri— v ANk EDbE
T, P TRFENT D TREL L2 EEE I TE T,

TOXDITER LT EIHFRAEMIT D, PUaTIEDNA
O BEVEINOADHLENTET, LLrLANSG,
STET ) ©eEeFE o R 2, A bIEEAR

T = RIS 2 E M HEEIC R o T, 2T Z
T, WS NIHEAESRET Y, 2 a—R—0
HHILLoC, BFBREOHVRMHEENSHENIZEZ X
Z5krithote.

EYOLIL 7o ZAZHL 2T BT0ITIE, £0
AL N DR OREERE T TII %L, BlsHiwT, %
DR B 2 5 2 5 - DITAEREHEE T 5 2
LHEBERITAT Yy 7O—>2>TH 5. 2T, FO
MY = /B LT, WoSR LIRS D% B T
O DLIRAEE OZAL O, LD k> LWEE%
FE LTV 0HEE, 7 L CHEDI IR BOHEE I
LA T % B2 2 1E, X DBSHEDSN D LR
78X 2 DETHVREL X 5.

DNA % &% W T 0 F R T 13 R I B 2 S &
LTz Cldd 203, BEZEILT 27 ODFHLE LT,
LB ZRITIC B Z R0 % b 72 5 3. RRITAMIEAEA
HEOERIREIMEIDERTRTH 5. £z, 0T
R I bAEfEE < vy 73, HETRESR O
TONHHEHET 2BOBHLINE LD 5 2. Kb
T, DEOAEEIZ L0, RFMEEEICL IO
ERHEE L 7 oMo 4 W HiE %, fEEPHLE L
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72K DGR & & HITHENT 5.

D FREHOBE

RIRBITEORE

EMOLEA T O R LT 21D DRI DA T v
7Tx, R OBECH L. EMFLRE S 5 ET,
RMBREZHS2ITT 2 WD 2 %, FOHRISEL
MR 52 2L W) HCARAIRGEZ L TH S, Bk
B 2 RFMTCIE, ZD20~304F1F EDMITBIT
BZDNAY =7 v H—EN8=VFravta—X—DORE
LB, WEHLFHEORMBICLD, FFIEREHW
ST DEYFERREOMITESBEEL TSI, 77 )N
AL TFVT 4 7 AHDOWLT — X R—ATH 5 Web
of Science |Z& T [molecular phylogeny| Tk ¥*v 7 ff
K 5L, 19954E12 B 1) 2 article DIUUEFaR ST EL 13 337 i
1T LT, 2018413 28704F & W 5 855 DFER LGS
s (20194F5 7 15 HITHRER).

o F R O I, FEBETTAIE &R E KRR E
EWVWI KRS L2000 HELD 5. BIE IIEIEINERE S
(Unweighted Pair Group Method with Arithmetic mean,
UPGMA) & EBifE4a % (Neighbor Joining, NJ) 23&
T, BREITIEENE (Maximum Parsimony, MP),
i uiE (Maximum Likelihood, ML) £ X OFX A Xk
(Bayesian method) 7% E& 5. HEBETINEE,
AT 2K DA % e U CR R 28 miEsE (5 B
LERQEE) ITEBL TR T 2. —HoREREE:
1%, FEALZ L OIRRE (EEST I VR OZERIZESW
TEE T 2. FHEEEIEVE WD RO DH L FEEETS
HETIE, IEBERE AR DIVES O 20 F R CHEICH v
bhd. JWEREETE, 2FElLeET VvAERTE 2
R &R RERRL b T WS, - F RO
FEAM 2o R Yang (2006) 7t xR BFITS Tz,

ABRRGRIFEHOBE

ST O AT 2 LS, BHEAHHRET S
DRI T MDD D720, KRR I RAFMAT &
TIHELL V. FRLL, ERTNEL THELN %
FzZ LI nE Lo hw, NEEIHFITHo12), B
ERETH 72D F 2551, BEFD T — X % NCBI
(https://www.ncbi.nlm.nih.gov) 7t & ® DNA 7 — X X —
Arb Xy vyu—FLTHHET2ZLILL5. Z208E
IZHI 9 2 @23, supermatrix ¥ 2> supertree 3% (] 2.1,
Sanderson et al., 1998; Bininda-Emonds et al., 2002) T
5.

supermatrix £ 1%, » % 0 B O K 0 R
(backbone tree) # = WELH 7 — & % Fw CHEE IR
L, DNAF =X _R—=2Z&fFShTwd (FHv) HER
7 — 2% £ ORBO R LIAES T 2 HETH 2.

@& - HE

72720, KRBT TIO 1 o4 LA E O LD
DRIV 7 RAIFEEDT—EIHITT 2550 H 5.
KD D OfTix, Takada et al. (2010) FZH7 V7 D
7 FIBFFHD TR % supermatrix I CREAT L 72, 20D
T, 1XU®IZI b3 v F) 7 DNADND4, ND5,
cyth @ 3BAIEF 2RI EIE (control region) @ IEFEEFCH
TNzl 7— &%y b CHAEE 7 B AEHOTHE %R/
1 (backbone tree) ZHEHE L, XKICHFIME D DNA Z$%
F—2%& (cyth, ND5 F 7213 CROWET D) & ZDHRH
BHALEDY, 2—a vy S~HEED T — X 2272
BOTRMB 2 ER L TV 3. RBITZRILED Y 7
F YV = 7 T® % RAXML (Stamatakis, 2006) TE Z 7\,
[—r] &7 a v %AW T % backbone tree 125 &
HIFI LT, BT — X % £ D backbone tree |2 E 517 T
w5,

—75 @ supertree ¥ 1%, BEFE DB D /NS 70 R % 1
B L TRBE L RN RS 2R T 2 L WO HETH
D, MRP (Matrix Representation using Parsimony) &
L EBREWTH S, Hlz1E, Davis et al. (2016) Tl
1986 4F 2 5 2011 412 2 1F THIR S 7z 40F DFRL & D
60 ARDRME (VY —AY Y —LIER) ZHEL, b
O EDODRE LR ITHAE L T2 (M), ZoHE
1%, B CRHE L R 2 R TS 5 L v ORI
BHD5. Lrl, ZOBIELORMRE (V—2Y ) —)
IEENTOLRMERER->TLEIREDDH DL &
75 (Bininda-Emonds et al., 2002), % Z %8 L &8
5 supertree ZFIH 3 2 ME D H 5725 9. supertree {ED
FEH 70 #3703 Bininda-Emonds et ¢l (2002) <2 Bininda-
Emonds (2004) 7 &% E N0,

IR FEARIHETE

SIGAERHEE X, EYOEN T O A2 HET 5 T
R R 52 2 Z BTS2 EELMEITCH 5.
R 2 52 2 2 1Tk oC, L THIES
74 Rv b &R EREOHEN 7ok X EFH
CHETOHBMNAEEL 5. L LD, FOHEE
IIEREEDSES 2EDBW. ZHZFD, bLEA LY
VB oT:ELTH, HIFERTHL 2T HITEEL
TEMRICEE) L CRBE L AEYHERE Y LTt 6
T, ENTIEIEEICEE L VICEW W, EIEEZ, HBESY
RO P BAERHEE TR T 2T Z VW E WD Z &I,
DAER D3 F DEYM DAL 70 A2 5 2T LT v
EORBELUHEELEZLLTHD . 0 & D Lol FERHE
ETEHDH L2, PLTHEEELZEO L7201, <D
WRFIZ L o TRIT BB L WR B Z b TS
AR

DIFERHEETIE, DET2 LA XD b OFIT X B4
EDOHPEWEEZRT E VI FBROR—FHIEMS T



I3 F R 2 T T2 MBAEAHETE & B SRR 770 2 2 AT O

20194E9 A

Time (Ma)
220 200 180 160 140 120 100 80 60 40 20 0

03 : : : . ° . : -6

— Warmer -5

o L 4

' 02— -
. (2
s -1 &
(% 0.1 — ‘ 0o
Cooler 1 2

] 2

0.0 — 9

4

5

6

'}

AFRUAZLEH

;vanUﬂ+

S3NH=LH

o

YEHUS+

ANV EAUH

%Ei&zﬂﬁi

yl’aramunida =
¥ Munida &

¥

Y244 AVIE LR

= 8 8 R

§

g8 8 8
Time (Ma)

K1 BERTHIRBIL2EHMEKROEL LT 24 I v 7 &R UTIRME (Davis et al, 2016 #8Z, CC 74 k¥ & BY). Rl idBEEI D/
L2 60 AR DR (Y —A Y Y —) % supertree i EIZ & o THA L TSN, HEOBREHEEREZRL (FMEL, RKHEEV), K
M RO E MBS N ERL, ZOKRS SFEALHBROKE SITHIGT 5. EBROSFVIZS®0 0EE) %R, Tr; Triassic,

Pleist ; Pleistocene, Q ; Quaternary.

Wiz, 20—FE LT, AT — 23R 0 (EoORRE
RS X D BENLBEOER LK) THEEWD
T, BFICKBEMRIEERIIRDB D2 2 L3EZ
LN Tw3 (Yang, 2006).

PO THBAERMEE B 2 %0 5121%, T REHRIGE
(B 21X, 18 Y 7 + v =7 : Sanderson, 2003) # w7z

HEB—BRETHoT:. LrL, 2TFEFHEZHVIHE
%, BRI & o TR OENRE R L 2 7- DITHA T
SUWEEDE V. T8 it ElRIEE AW HER,
EROLMREL EXFMIZTE TV, £ 2 THRILETIE,
R REZROCTHESERE Lo TWD, XA XiEE
FWTAERHEE X, Ba B R (RIcaTFEET— 4
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DOWEH) IS Z LT, WAIERSTHESE
THDZELMRITITTE 2ME—DHEL SN T WS,
72720, b L 72185 %R/ 77— @ paleotree (Bapst,
2012) 1%, fRAMSHT7 74 v EFERBRI DS T
B%l 7 — & Zffi 70728, supertree % supermatrix tree
% & OIETLR O D IBERHEEICIIBTH 5.

MUT, REOHBERHEEIZL B FE0EH
3257 = 7% A b (http://fish-evol.org) 12#5H & 72
A% R ICERET L CRtiR L 7.

RICLIHNDERE

IR HEE I E L RIETER IV O FET 5.
BRE LT, EGRE CREBHUERE) OFREE (E
RITRE L&), #EEo—ESE (OFRFTE &0
FRERR 355, MACEE O ORE Y, EHEER
TN, FEAEROFIK, TEOME, TerFzon
3.

Inoue et al. (2010a) 1%, EMRHEEITIT RO XD %
FERODOI L ENDPEETH 0TI 5012, 20
DA XMCMCHi#HT 7*a 7' Z 1 CT# % MULTIDIVTIME
(Thorne et al., 1998) * & F MCMCTREE (Yang and
Rannala, 2006) #H\W<C, WAFH, &858 (BlEowb
DEHEOKRE OB I N—T), FafoTF—&
v bEMITLT:. ZOTRERIIROBEY TH o T2,
1) RFEOEEELIKS S BUL 72720, EDT—
KXy ML THoFRET GEGEED—E) ZRE
TLZLEITEUL ol (2) HALHEE 2o I8 B
BHLHETLETNEMIYLTVWEETEETVDOLESL
LEAWTH, ERICKSIEVWI RO T2 o7:. (3)
LAk ED CEROHIRYIL, FERMER (HEEER)
IR RE GHELRIFLT.

HEELZWDIE (3) OFERTH 5. Inoue e al. (2010a)
TiE, TIRHK OFHRE 3 2003 Z OHIFER X D H
WE T LHIRY) IS FRIER (ERICERE L7
RENEE D E, TADERMEEICRS GHELRITL
7. 2O L, TRETIZHRS TV BEEX T4
ERHEE TR MLOMERI, 2R EFNOWLTHAS
DTV B FRFIOFRIAE (H 2 WIEHIRIIZH W 21t
HOZBEP) ITRKREMKEFL TV Z LR EKRT 5.

ko X2z, YRTIEDH 210 FEREE CIILA
TR MO CEHIETH 5. O BEEAHEE I AT 68
TALEBREFRENICE LD, LAEZNZhOEEES
BOTHHTEIZT 2121, (LA ED X D ITHEFE - £
FaR, ZLTCH ) v 783N 00 %R LTIHERE
TVDBBEEEZEZLND.

=

DRV
DIEERHEE T, FIbARRICE STV o
DABIHFI 2 55%E (FERIRE) T208E3H D, kb

@& - HE

L72 & 5122 DRBGEL D IBAEMRIEE IO THETH 5.
L LG, FRIREICERZAETEIMARL Z
55 TWBEEIEA %\, Benton and Donoghue (2007)
X, PRV bEEBEIEZ 5 X O LbARERE AW
BEOHKFREIZOVWTERL TV 2.

HRELTHWS Z LTS BRI, 2D Lo
DELIEEN 2257008 h 5. ZO5%MEEE, (D
EDQTNV—=TILBT 2L T (BWEEED
HLEE), 2) ZTN—T0bh o TV EEEITRTME
LCofEHBELTWEY, (3) HAMEE O IHEE
TRHBEFRIB LTI (LE - TERET — X LT
T — R THEOBAMENLE ATV S D), (4) HEOMb
HTH2h, BEPHIT L5, Benton and Donoghue
(2007) Tix, THSOMEDZ ) 73T LA
W, EOLIIHTT— X1 ERHEE 123
M3 2reBEILTWa.

FEROWIEICH W 2 HI#9121%, TIRHK (Lower
constraint : minimum constraint # % \» X minimum age)
L LRI (Upper constraint : maximum constraint & %
Wid maximum age) D2o003H 5. TIRHEIRIIE, HE
T D E DFIRIER L DV E T 215 (Dl Lk
b X XAEFETIHE LT EF 288 T, —FHOLR
FFIE, HEHET 2B ZOHKIFERI DT LV E WV
DHIH) (D &b X XAFERT X DRITHB L 72 &3 5
) %189

THREFK ORGP HIE ERFEKIIZEE LS LWVWEEZ S
(K2). WRETH0ERICEEND (DIEDOHICIRE
L7z & and) REoHlobh % FIRAEKI & L GES
(EIZZEDE LD v E WS HIF). BEFITITTSR
LTI LIRAE L T2 2R L b ITimE DL A 2
Lol TIRFKIE T _RENEFZONDD, T
FXIE ELAREAREL TV B EY R TV B 5EE
IZRo 27255,

FIRFIFIDRRE X, TIREFIIT T & D B 2R
RERDPBETH D, {LATEHEIMHLTEL TR &
LW, DU REIRFEIR o6l % 31 172 (K2). (fl
1:IEA) R LTwa 7 v—FRizB 2&kEDILAE
) —EELWHIBERZHIY LS5, 2o RIRHFIIX
CAFEEHEDBTEL TWB 7 v —7IZR 6 N, L2
EWI ZERERZDOT V=T HRATVEW (S
ALTWEW) L32FEZLTHS. K2 TRAKAD
AT (R70) »oftABHTWRWDT, HIE1D4FE
Rz IR A D ERREFY & LTHWS.

(512 : 43I B) Sifikfssd Db % ERRFIRICT 5. il
BEEAHTWE E WS Z X, TTII—2 LoREk
TLTWwWs0DT, ZoFENT ERFIICTE21E59 &
25, K2TlE, HEBIzE5 25 LIRHINEEZ 5 &,
SHlikEE T % Clade alzo 7% 232 RO Fe e DALH A3HhfE
25 HTWE DT, HiE2 DFE 2R B O _EFREIRY



I3 F- A & O TP IRAEARHEE & A SR 7 T e R RN O AE 201949 B
W1 HE 2 0 3 WE4 WE
SADLER LB -0 B—]
(=Y 4P i Dj Clade a
RE R AOE
: 53l /))
II Clade b
... SC DR
kvt L 27 AREDILE
[] =othoits Clade c
¥ A 4 A 4
kA 4B SMIKC
OFR D TR DTIR

X2, fbfic & 2HFE%E D#EUX (Benton and Donoghue 2007 % t%).

IZEHAT 5.

(13 : 43I C) stem group GG E LTWEAIKDE
LotEgkRE) oA EHIK & T 5. KTl Clade c DIRE:
DI CHMH E LTEZ NS, Clade c DIEFD 435 C
L2 D—DHIDAIEB OO Iz B it (LA 2
HiJE 322 6 HTWT, It DILE 2 5 5 HifE 3 D4
K& C o ERREKFIICHW 5. Stem group D1t H %
BRI E L TRV I, BRI LA [FE OETEE
BB ER b v, EEITIUETE O R % HE
ET 5 Z IR, B O RHERIVEHETH
2HET OV LT VDT, R VESNTIRILTL »H 2
TWwekFEZLND.

M ED X5z EIRFIFIOFRE ZHIR L1223, o1k
FERZEZ0  Z ERHEKICEA T 2121, EREIZL S
DEXH L1255, HlzE, (1) EiicK L TEBIZIX
ftEHEDHTHEY, (2) FELAELE T 2EEY
oA DT > EE 2o LAESL TR (f:
UFXEAEIV XL LWL oD L D b
ToLBRTHD), B) NHEDT - EBICL>TILALL
TH 21 SEEBE 215972, 7 & (Hasegawa et al,
2003), EZH LS DB L WVIEEREE Ly — A D
HDHEAHS. TR DEA L, (CWAERIERED DI
O DEL CTHIRRRITROERINC L 2720 50T,
HEMICEZE Y RIZTAREITEVWEEZ LN D,

B, FREROREFEEMORMATEZS DT, BL
W _FBREFY % 3R E 3 235413 soft bound (PRI 2 O
Bz 2HEMEDRDE) OREIFEILVWEEZLND,
A X W TENT 70 775 5D BEAST (Bilderbeek
and Etienne, 2018) * MCMCTREE (Yang and Rannala,
2006) 7t Eldsoft bound 12X LT W 5.

BEAST v.2 TIZMCMCTREE & £7t - T, {bHHA
BT (Fossilized Birth-Death Process) #HWT, 2F
RSk T < vy B 7T B T LTk o THIRHE
REHET 2 HFEDEINTE %5 (Heath et al, 2014).
DOHFETE, EEIE OBEM LITRE 7 v— T %K

-
—

K3 oD v D R EER D, 7R BAR S UEE
THOYIEEEED< ) v 7 AVERNIIAETH D,
ERRIZEA T 21213 A 0N — RAUDE WD EIAZL W,

RER D ERFIKIDREEH

NFT— 2RO CHIEROHEE LT I 12, TR
oMz d, U LHRBOSBIZ LoD E LT
EREFIPBRECH Z. 2D LD LA EHROT 5D
BEEEEZ D, ERMEELT B 2T ) I EEEH I &
3 E20DHIEEZ LN B,

(D (CEHDOFE L 1% T IC AN D, SO
BAERHEE Tk, FIREINZ 52 THRE Z ) Ll
SelEMH L B (v — 7%/Xﬁ&)@ﬁﬁ@&f@é

TREME 2MEHE S LT W3 (Kumazawa et al., 1999).

B (GEHITEEIND) T ERENL 7V — 7m,i
IREIFZE 2 213 EDLAERLELAEL TV LWL D T
H5. {to7T, ﬂ@W%@ﬁWﬁﬁ%%ﬁ?é%ﬁﬁﬂ
S L W O I E T ICE ® 2 X D 1Tkt £
ETLRDEND L. 21X, Johnson et al. (2012) <l
N?ﬁ#%%ﬁéﬂkAﬁyvfﬁ&%@W%ﬁ(Aﬁ

B, DR ﬂ%ﬁ&mﬁﬁ@ﬁﬁbﬁm%®ﬁﬁﬁ
% AE4A500 HAERTE LT W5, ZOMER, 20y v
XXz oMo v - X HEAE K2/ 2000 FAERNITHE L
7z EHEE S i,

(2) TNFTHFF—RIZESWCHES NRES
X OFBE LI OHEEFER (A XIETIZ95 %EHXMH
bz 2) Z2RITHWS. LA TOEMRKIED
IR IHE L W CORBINT (B2 X A2 V9%
7 &, Kon et al., 2007) < (1) TEL L7z & D IZRONER

DRMEMR NS 23546, S HITIFEMEHE L HIEO®

W2 S0 5 2 LIk o T, EFEMEOEWRFE L
DREEHR TN 03D AT, ZO2XMMIZE
MTHD., 12720, HEITESIHEIZZ->TLEDD
T, FOEETIEETIDELDH L5, HEK
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T Ao LIe T — X Ve KRR L e O
RO DFIAERHEER LD W OIS ATV B DT
(Near et al., 2012; Betancur-R. et al. 2013, 2017; Alfaro
et al., 2018; Hughes et al.,, 2018), Z 5 DL THEE
SNTHBFEREZ2XMAT 22 L bARETH B, 1272
L, ShavRY 757 A CREIZLS RV, %5
J W ofFI T =2 TR, BT AT —d—%
FREECEIMELIDH L. £ —V o s (FEpTcELT:
BRFOMFELS) Tk < FERFTE OHEE I 2 Zown
nRony GEEFEEICEL > TAEUTAERES]) 25, #H
FHEOHEBARTAIELET—Z Ly MIZIRALTLZ
9 (Gabaldon and Koonin, 2013). Z ®OH&E % ¥ 5 3
712, 20194F 12X v 7B a— FBEEFIZOVWTH —
yuZOHEeEEIOEEETETI OV =T Y — v
ORTHOSCOPE (https://orthoscope.jp) »3BAFE « NBH S
TH Y (Inoue and Satoh, 2019), &% DIEMLET T —
Zxy ~OEEER XTI NS,

HIEFEREHET 2 LTOBER

bR U7z X D 1T BAERHEE AT I WS Te 7 5
LR ET 2 L TOFRHRELTEZ D LHEEMEIKRE
(ELLZEHD. EBE, ZnFTltiiRs s
MOHEEDBHEREZ L LD TVETF—ER—2ATH 3
TIMETREE (http://www.timetree.org) 12 & o T4 &
T LIAERERNRD &, WX o THEEMHEATR & <
B2 db05. ZOXd TR, L, SMHEZREH
SEHE CRENTIREE 25 VR o RHEE 31, & D fiigics
IFERZHEE T 2 HEEHRA T 52 MEGA (Kumar et al.,
2018) DL IHILY 7 by =7 HiFEET 5 (https://www.
megaasoftware.net).

ISR RHEE I IRAT L OEE DB A3, HEERER D
BHEOEIR N b EREIRDETH 5. N4 XETHEE S
NI AERNTIZ AT 95 %5 XA (95% HPD) A%UR
END. 295 % DHERTF D RN IEEMRME L
BHETHIEEZERLTWVWS. 5T, FHOENRMER
JCTRELEARMER L CHEZR I NS TH .
B 212, HEEMEAS25Mya (HPD: 10-50Mya) 725 723
&, DEEREZECYRA Y FT2BMyat 3250 TIE%L,
10-50 Mya DIiELH 5 b D L L TR D . FEROHIFI25%%
WIEAITE, LIELIEZORMBEL ©54, JEHELT
ERIAWDL I LIZEITERETH S,

BEOFRHEE L, FHIRMFITLoTEDLDZ I LD
D, AEISNLEEIZDIELDH L L0006, L DA
T2 0B REI T DO DINL V. L2 LLD
L, TR THAB»LLR Do Tz [ R I EERE %
ANB] WS ZEEARRIZL, HEA XY R4k
MO DIFERE DD & 5 BER~ADROE LS L
WIET, ELEWETLETCERAT DO THL EEZ
£9.

HEFEDHEE

RO NG ORTHIBERTHE LD L, ZDHE
FS NI RIS & R & VT, WEL ko 05
DOHAL - LN T O R R EHEEST L LDAEETH 5.
TIZTIE, BRT2EMEZ 2 UENED L D IT
ELL TS, DF VLR EOLELHET 51k
RN 5.

#HEICAWS 7034
RIRFFE T, TERENS X CERN L SRRIEICE
OO R ONRETZZ2LEHZ V. ZRE0D
RIFBREHO I LI E, WTRETIEWIED X
INEMLTCEz0ZHLITT B7:DI121E, FDIED
R CHAEN ED X 5 LWIRERELZ o Te 2 HEET 2
BEXD L. 20X ) BHAREAHEST 26 KN T T
027 5L LTI, Mesquite (Maddison and Maddison,
2018) <% BayesTraits (Pagel and Meade, 2016) 7t &35
CHILGATWT, 70277 M &> THRENE, BILE
BILORS RFEOMNDPEBERIRT LI ENTE S,
Mesquite \ZFHETEE OHEE D132, RIEMATICH W 2
BRERIN 7 7 A VORELEDBI LI T LENTEL S
ur7aThsb. HEREOHEICE, EEEELT
BIENEINT S 5. mATEZEIR L I2GEI2E, &
LIE LR O ETED XS wiREEIZH - T2 0% R
HITHEE TS 228, IWEHDZ VEITIZIEIARMSTH 5.
BIFEZER LSS0, 2200 EELE 7 v (Mkl
7V E AsymmMk € T V) O %iE N 5 Z & 28
T&2%. Mkl <7V (Markov k-state 1 parameter model)
X, WEOZ»ES 2RIV EBFEIL LTS
TETNVTHD, —FHDAsymmMk E 7V (Asymmetrical
Markov k-state 2 parameter model) 1%, JE&E DE{LH T
SLMERETAMIILoTRLZLETZETNTH S, K
JEEERT 2 &, RO T L ITHERE ORED
LLEEREDNSA 77710k oTHRT ZENTE S,
—75 @ BayesTraits I3 F Uik & XA XIEITHIHL, £0
I bDRA TR L L TWT, DT EITHERED
FRMER I 5 SAMER TV 5. BEIMI L 7256
(Multistate), JEEFR+ 248 L CTwvw 284 (Discrete),
MR I E D354 (Continuous) 7% & DT ASATRE T
H 5. BayesTraits 1£/%7 X — X — DRELFINFRET S
nTWC, BHoOREHTE oA meHRTs LD
TE%. $F 7y avDFossila~y FEfHHT 22 &
T, D3OI ERE L TFOEEST 22 LBTSE, 1L
AICX 2 EBMEE DAL Z EDFHREE Lo TV 5.
DD X2 IicM#FZHES 2 &, X )EEICHET
& 5 DD Mesquite T, L DBELHEX T 245 1E
BayesTraits £ W5 2 EDEZZH THD. Z D, <A
Xk 5 70 77 5D SIMMAP (Bollback, 2006) 23



O F R & I e D IAEAHEE & WS IAL 770 2 2T OB

BlABEsNATW2, BIE, 7079 LDk —hR—
¥ (http://www.simmap.com) 127 7 2 ATE LWk D

TH 3 (20184F 10 AR

U > X O KEEDTH T

HEE ZH o 02 L7z FZEH & LT, Inoue et
al. (2010b) 12X 2V F XOKRELFEORIFEZH L ITL
X H 5. PKBIZERT 2=k Y FX (VFX
B v rXE) X, HEDOWKE DS 3000 km M EEI
1277 WM E CRERE L CEINT 5. EIEEES
NDWBORECOMELLRAELZ B L->THHY &
FRFREINL VI L5, 5 RBELS O GG
TREI L TV B HBEME A0 FERIB b D L ) 1T
%otz 20094E121%, DWII= ) 7 F RO LIS, 5
OP DSEREE & MPEINS I3 /K 150200 m & 13 IFRE S LTz
(Tsukamoto et al., 2011).

Inoue et al. (2010b) 1%, HFR O W FxH L 16fE 31
ALY FXHEIIRZRBE LI~ v (£565) %
FHITI ba v Y TR E AW TRIEIC XL 2R/
BT3B 2ot £LTC, ZOMEL IR Eicy
FXOBEEBRORBERE Y 40 (R, KB - R,/
SN - B BOK) 12T v v 7L, Mesquite
FPRHWCHAEE ZHEE LT, ZOMRER, v
AN ERBICER T A7 ey SRS, YRV S
R, JanvFXE»L L7 Vv— RNEIIIET 5
ZED, BOMEHOE T RS AT, 2LTC, VI XHR
ORI D1 5D EBEREI YK TH 5 LHEE
AN, v FROECHRFEIEEIZH D, HE
PEHOEE RWKIKIZ T ED 0, ZZTHETL LD
IZHEL L 72 2 L AR S 7z, Inoue et al. (2010b) T
AR DHEEIZ S T W2 1228, BIOFZE T
527 F RHAEEIL 2000 HAERTIZME LIE®D 72 & HEE
ENTWL DT (Johnson et al., 2012; Minegishi et al.,
2005), VX ZDOEL D EHTHEAKNEHL, ZL T
KEEOFBE L & b ITHF OISR L 72 EEZ L5 TW
% (Aoyama et al., 2001).

CRETF—9 &Mz -HENES v FHEEOHZRH
FIHIZEK D LHEE TER L TWBE R, —EofEILiE
ENEFTERT 20T, AHONE Xy FORIFEIZD
WCIIREIH L8 % 2o 72, % Z TBetancur-R et
al. (2015) FBIAFHH 1,582 CHFRMMIT 2 B2 &«
W, S5I2240 oA INZ T, &EHOMEsE
D& BERICER L TW T 2HEE L T2,

ok, EEHORMMIZ, B WK/ TRKTENE
&/%%V/Eyﬁb tHEDOERKEHEE L. 20
R, LREOMELEONE Xy b, BAERDAOMR
ﬁﬁ&&mﬁ&ﬁméﬂ,ME@%A&%&%@&&%
ZEDbhoT., TOTEE, TITRTuYFOHEA

20194E9 A

BIIHAMNETH 208, Zhb oA, WKICES
TOIEMEELT:EELZRWR IS S, 7272, —fi%
IZIEHOK & DKD&Y D oMb Iz &O%?m &
MonTxh (BlziE, Shipman, 1993), {LHEZ AN
TIRAT TR IZ L D T WATEEME D H 5 (Betancur-R
et al., 2015). A OFFFEFE LR SOT 2 Z OMER,
TP T H IR SHEETH 5.

Betancur-R et al. (2015) 1%, ¥BIBIIHKIE L D HFED
ANZEDL DR L WD, WHEHIEA XX L EIREN
TN—=TI12E 5T orbbs—HT, WKEBIIRE?L
i3 2R L EDrefugia GEBEHE) &olziwd
ZEBIEML TV S,

ZHRIERDOEL

SRICEOZEL =R T S

HLDFEHORMMBITIZ L D R 2R L L =,
% OWFRE L, Z DR OFIZPIEDEIZ L > TV
LLIBEEITURNEZAEDH S Z LEIZRATL DA
N, UL, DUEESERFMICE DR LR S 7o (S
R EDoT) L2BE, Z2I)TEUP-EZD%E
SR UTCRERTES S &, BEREVICEZ 21080 Twvw. R
Mo B W, #LEEIRMET—ETH 22, %
TEMESATWT, LardiEE L 7N L ) EeT
HR, ORI LT (FEMEE - IR
PECLT XA I Vv IR EETES 5. ST o X%
o229 5 BT, FLISHRILEOEL LI XA 3
THEHD 2 EE, HRCOBERSLEE ) %M 5 L THE
TH 5. WHIHO KB ZBIGHE & K/Pgif B %
BWBRBEZCOBRY, FORWHITESS.

VRO E AL S 2 EARW 2 5E1E, R
ZEEE I > C 7 m vy 35 LIT (Lineage through
time) 7o v FOIERTH 2 (K3). Z DTk
R e R L, ok r L BRENDRH %%
. Mo 7oy b ERFEAZRSNTH L, SREMEED
WEIZEFE L TCHLBEIZESCITONTELEZZ L%
AL, MehdiBE L ) SBFEICH»>TERELTY
52 E%®RT.

Nee et al. (1992) &, - FRAMEEIZLZLIT S
Oy MEIIU D E T L HEENT 23S, HEEEE T RV T
BHAEBDALDRFHITH - TdH, HEWFEN L HELE X
BLz7 70—FTREO O ATHETE LI L%
RUT. ZOMX eI TR 22870
Y ARHEET 2MEVER SN, HLTIERA XVRITX
LT HFEL TWE (il 21F, Rabosky et al., 2014).

TRLLRFHOMIE
SO EHELNIILES ET2LEE, &2TO
P L Ze TR M THh 2 Z EPEETHD. L
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3. AR (L) LREEHR (T) oM. TRoZv—0E
L LARR D —E L O BB RS

DLEDSL, ZOL) URBELRHMEER T 22 L1k
% DG LW, B2, HEAERRITML L Tk
DI DY s, RFMIcE TN EIER X
DATHIE, SREIRILBNIHEESNETHS ).
I BOBITIX, REDS ST O ICH WD, &
BRI D 2JE 11T 20/ FEE L, BIOJEITIE50 M 2377
95 ETE, ZOREES NTRHBNEERRO LM
PRBLTCOWEWHITH 5.
INOATBRURMBIIZRNELFE T 25507
BRI REMEO—>TH o125, £b {UEDRRS
NTIhdrolz. LLLELRL, XA XFEEHW: 7o
7' 1 BAMM (Bayesian Analysis of Macroevolutionary
Mixtures) Ti%, RAERLRMEOMIE (R D OFFIE) A3
EIZTE 2 X212 ), Rl LIEEEOEVWSER
WROE <y Y I TEILBTEL IR
(Rabosky et al., 2014). Z® & 57 7 a v k% [phylorate
plot] LMEATWE (K1BX4). ZOBAMMY 7 k
V= 7 IZBGUK, L O THHIATWS, £z,
Moy 7a—5F& LTI, RSy 7 —YDPASTIS 7u 7/
5 2 (Thomas et al., 2013) 12 & - THRIHFH _EI2RIFT
WATEZERMNIMIE ST CTHIET 2 5EdbH 5. e
UL TH, TNHDHEIZL o TREL L RMEIC &
Do THEETIRLEL, LD)RWEHHRILT 0 X OHEE

EEMELND, 72770, BAMMO< =2 7 Vi kg,
ENT LA (> T v) BEBROBEE h 8- LT2EE
2310 % LUF M IR WG EITIIIR M EE R, £
DEEITIIFTEMEZHEL T 2 L2 HIET RS TH 2.

HRUE & D LR

EVMOLIL 7o A EHL 2T 5L S, HEEY
TARY P EHRLTZOERERETT 52 L 1E% V.
Davis et al. (2016) 1% ELiBOBAMM Y 7 + v = 7 % H
WCEETHORKE (Y FAY, 2INT=, £43
YA VT L E) OO & HRE & DR E M
WBEEEITE > THEIT LT (K1), 15131986 4F 2
520114 % CTITHAR S N7z 40F DFRSCIT & 2 60 D R/H
a5 —&E LT, 15 % supertreeiEIZ L o THA L
T, BRETHO32MEEHEM L7 KS LR 2L
T2, S50, DIEERHEE Y B Z - THE S T B
&R 5, FL TEMMUERI LD T2 700 - R
ZBAMM Y 7 bV = 7 ZFHWTHEE L 72, A3 TIE
32ME TR L T\Wwa s, RETHKN2500D64r01
UT 0T, WEEMOES L PBPNEREEE L
T— A= TH5WoRMS (World Register of Marine
Species : http://www.marinespecies.org/) ® Y A k & W
THY TV Y ITNA T A CRIEHE T OB IZ AW 72 D
D) ZMELTWS.

Davis et al. (2016) 2380 % LW CTHEH L 72@ED
KR E RETHOZ & OB % HEHFET L 724
ROEI>LZ EBHLPIZT o7, (1) BETHIISEK
Izl U 7z IR il a7z, (2) MM
DOUEFELELDNHE & 7 0 2B E VEFEMIZIRE S Tw
72, (3) ¥MEEZ v — F oML ITEIE & A OFHBIBER
IZhotz, (4) BETENOWKZ LV — FiZKdEs» L5
T2 LEMEES FRLTW, 2% ), MCERTH
THoTH, WITART L0 L WKITERT 208
LTI, RO BMLOINEREL L Z L
DAL TRBENT WS,

EERE L DB
GRACROEBER L LT, ik L ER0 4 x>
s OMICRHEN L TEEOEEICEE T 2550 H 5. i
%1%, Helmstetter et al. (2016) 1%, 4D I Xv¥ v H
TR E L CERMLROE L IRE O HE & ORR
ZHOIILT: (K4). HRONRE LTIz XY BA
O (BRAEASZ D, ==V —, ZTovE—REEEL) 3H
1,250 TR S I, % < DFRMH & AR OIIA DS b fF
AEEUDHREOHDELSH RO ERTH 5.
Helmstetter et al. (2016) T, » X ¥ ¥ HMAHE% A
TS 2 X012, WAYVHLEDI D8 %ITH
72212/8 (10718) ZHWCTHFRHEMTE B I Lo T
W3, ZOHILTIE, T E ORI ERE %250,
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1 Poeciliidae & Lo @
Anablepidae @
Cyprinodontidae © e

e Goodeidae e
Profundulidae % 5
Valenciidae Q LI
Fundulidae Ic

[ Rivulidae e%
Nothobranchiidae %Qa

[ Aplocheilidae

| Cre. |Palaecocene| Eocene | Oiigocene | Miocene liifei ]

70 60 50 40 30 20 10 0

Ma

M4, B XYy BITBT2ERRIEOLE LI X A I ¥ 7R LISRHM (Helmstetter ef al,, 2016 # %%, CC 7 A £ A BY). FRWERMIH
IR & Tz, Cre. ; Cretaceous, Pli. ; Pliocene, Pl. ; Pleistocene.

FBRU7BAMM Y 7 b ¥ = 712 & > TERLROE L%
R Bz oy S LT 72, SRR Soy bk
WATL T, [4EA (BEENTIETRHE) T4, [FEE
FATHA] BXOC [FEFATRE] LWwI324 7D%
FERER D R Bt~y ¥ 7 LTk

TN DT OFER, b XA¥ v BizksWwT [4EATI

4] L [FEEATRRAE] 25, HENTH S [FEEMRTI
E] »6, ZAZIITHIL L THEEIHILL 72 2 & 258
LIk olz, 3617, TNZNORE %2 2 RHH
TEHRUERE I LT & 25, [FEHEMTIRE] ORFD
BERRUBRB LR LTV Z BT, o F
D, ZEYYEAHEIZEOTE, BELVWIREISEE



{L# 106 5 B ®&-JFE B

{CLDFEENHIZ 5T WD Z &SRS LT,

o & DIz, KT =R/ LT, ZRLEROE
PEDER LA I VT, WEENT ANy M %
HAELETHIET 22 LT, LT 0 XOHEEDN &
DEEHIC T LWz & D).

B2 B DHEE

AR

EMZIL 7o v A2 EHT 5 L 312, Z2hoEYo
IR N2 =Y EHL L, FONHERED
B2 5 0023 2 & ) BRI 2 fi@#r &, &
WL D LFEBRICEBELFTO—2TH 5. AW
T, BIRWS R T & O A S % ki oLl
T Lot —RNICKE LA TIEITS NS, L
DLLUDL, ZOEYHHYO—DOaFLE LT, Z0D
04EMICTHE L C & 1AM RHiIEY (phylogeography)
Tk, NREDHDHERITK > T, ZOHEHTHKT
LiEHIE AR 12 B 1) 2 RICE S W TEIT S s,
EV)RGHIRS L, AP IR DNAEERS 7t & 05
FIEWRE AW ERERE L O TFRRE OB FE TS
ALTzDDTH Y, 05 D0THWHEN LTI &
EHITHE LT E72 (Avise, 2000; AH, 2002). 72721,
DTEVFOFESEAS WL LIRS, B4 YT
FLELT, L ORI LENT VD,

DT RII TR D W T YRR LT T, BB
SRR BV ORI S R B s b L, %
O % BN U CHARO A HIBOEBLHEST 5. M
BIOMZE T, ZOHEEREE L CREIRIEAV S
52 E0%mol. pEHETBNRT 2ENID LWL D L
FERR/N S T R 7 & DA TR, HETHNECOHEE
DEZIZTE 20, Rfifbi s & 5 5 KB 1 R FE
DM I AT S & — > TlE, BRI & BT
TRXIEHBREEII L EZ 5N D, TE, FO LD L@
DL WEHEL ST, X VEHEOEWHEE % R
12T 2 RIER A REEA W AESBEFR S T ST,
PRI 2D & 5 GhiEE AW HEN BT 5.

SHIBEEBEDOHTE

I L RIS E & Ak 57:0, BB LT-HEEE
OEELFM LTI LEE 2 5. LaL, ofmitlEss
DA TWwEREI BT, ZOHEBHOBEO LT
SHEDLYD, BRICK o TIREL GEEEIZ & - Tl S
NTWEZLEHHLZDOT, HHOFEL BMLIEHE & R
LUTHITS 2 Z ST T2 BRREWES S, Hest
BOHEEIZIZWL DD ETFTVHIRES N T VWS, 3
&% E TS 2E7VvE LT, LAGRANGE Y 7 b
v =7 (Ree et al., 2005; Ree and Smith, 2008) TZE{T
TE 5% [48- #0d - isstE{be 7 v (DEC : Dispersal,

Extinction, and Cladogenesis)] (Ree and Smith, 2008) 2%
ISHHE ATV 2.,

ZODECET VT, BEOHE A NV M KT 25
7201z, ERITKS L TAER T L icHigi o i o iR
(0-1: L ZWwAi0) ZRET LI LENTES. iz
E, BKFEEGICHIT 2 L, 6500 F4ERTH 5 1600 F4E
B FE CEPERTERE & X0 BTeE (R <, A
VR =KL IZ DTz ARE (0.05), Z OO &
FHREMEZ L (0) Vo TziRETH L. S DITHEH 2
& 72310 H4ERT 2 L IAE F TOEMRKE DT, FHAFF
EDENE D B o T2 PEKRPEE & 13- < #lEL D 5 72
OITHBEMEZ L (0) %D, PHRFEHELEEHLT HITH
pe (0.05), ZoftL iFwpEtEz L (0) &wvwo 2FE X
WREZXTDLIENTE .

Dornburg et al. (2015) 1%, ZODECETF V& Ez,
FA OB - BB M T2 X v A XA BA v b Y
A BT AW CHBER R OEE L HEE L7 (K5).
DT, HHROA v MY XA RHEFHB6ED S 43
T L AR 408 % F W CRRIT B8 & O IBAEHEE &
BIhW, £ ORI & R LIz 2z e oD
ik <y v 7 U CHIBERNOH OB EHE L T\ 5.
Z DT CIE, LEEETEO TV DT, HERS T —
Xy b ERERET 422y hD20DT—4ky b %
AuTnwa, ITICAVWLNTREFEORWA v bV X4
BHMUAIE, Berybolcensis, Tenuicentrum, FEoholocentrum
(BLE, wmrtttdl, W7 F 2¥), B X O Holocentrites
G, PRV 04 TH 2.

AT U 72455, Berybolcensis & Tenuicentruml, £ v h
v XA RORORBIMIESIT b, BAEA v by XA
BHE7 <Y 2V HRLE A v P XA HBRORELS 20D
RNz 5 05, CEROED 2FED 5 b Holocentrites
7 =Y YRR & ORI IZ, Eoholocentrum %
A v by XA BRI L OMFRICAEDS T Sl 2D
AT Z & O RMA CHIBEN M OEETHELTZ L Z
5, BEA Y P KXARBETE 74 VYRS Y F A
VYT EELA Y R -4 =2+ 7Y 755 (Indo-Australian
Archipelago) B % ML EMEATE W03, HIBERY %
LR 139 6500 H4ERT (HHADBEFT it OB oHidE
(aFt Ve 7 F 2O HZIERD ) LHEES TV 5.

Z DL TIE, BEMD A TH IO DB % HE
FELTWS D, Z QIR YR I13 5200 H4ERT O L D
HARPEFELHEES L (TR LEBEE RS v, kil
TAEE R WIRER LR L > Twiz (K5A). 2,
FILAEES R ORBICAIES T bl 2 &2,
T MBOMEIIRS LB 529 EEZLND
(K5B). BlED X oz, HENFHMEEDEHELES®
LI LEED T — X TNz 5 2 & DPWELR
HRTHD.
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B5. A v bY XA RAEOELEIEOFHEE. BUEBOAOHE (A) BIOMAEZINZ ZHEE (B). HOMOWEEA THEE S 4l
5653 1ii8% 7~ 9. Dornburg et al. (2015) % E Il L CTHERR L 72,

Bbbic

BERZETTLEW) Z LI, KEFoEFIZE W5
WHREIEZTTRLL, 5HEMEHRIECHEMBES 2 £
THRETH D, RROMBREZRET 27:DI2HRUL
TLETHD. FWTIE, BEEMIIDNAL EDSTFIT
Lo THREMICBEOERZIETS 2HMETH L L
Sz, UARMMFRENRFL D ORMTHANZ

DDOVLNH DD, BEDIREEH S 12O DR L FH
PO ERDZLEEWDTRLT.

fECREREBORIFLIAELI VW Db GBS ATY
o0, WA 7 fadH 7 — & X — 2 FishBase (https://www.
fishbase.org/) T BSFFELAHI34,0007E (20184E11 B
15) 12 L2 BAEFREDOLIRNE & R UE Z OEI& 1K
<, W T ICE R LA ITK D &2 &b B
BRRWIESL D, &1, RIFCMAEEHEZT:E LT,
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RN IC & o THRFEM EIThiES 1 2 7201213, BHE
FEOBHKEOHWKBBETH), FORDIZIFH LS
BOBWEARDIERSBDEE LS. TRIE, DT R
FELSEE L TWIIFREIZE o THN— FVEL,
BFRGMNMAD Do THIEBELTLED ZL03H 200 A1
nnv, LrLuds, d UEITICERGERY D 25
BITIE, DFRIY EHAEMFELH LT EM LT 5
ZENEFTHE ST 2 Z L Ts I, X VEEEOS
WIFEZHED 5N L IR BESHD. S5, T
BRENSEF LA EEREIZLT, Z2o{tAzEO oY
WHRE LTS8 7 0 X ZRIT % BT A EE 039 T Rk
HEIRELTCEDLZDHRENVES ),

LA 7 0 & A AT IXBE 2 I IEIT S 2 AR
bONHE, HEICHEEZER BT THH 20T, —HH
EZ25EWEOMBIIKoTLEIEmMERDH L. ZD
ZLEHFZIET, —o—0DBNETEIZBI NS
TH|EFETLT L LR TH 2.

EAL

FRSCIE 2017 RSN TN B AR SE - IR SRS AE (G
W wobol: CEYRE) TS e EYFEay v
RYY L [HBEZOTUR & ATREME | CHEE L 72
KO—H%EELDNHDTHE. Y EYYLDIVE
F—E LTCITRIWI 2w RAEYEE O BAREEE T
L NCEFEHRAELICRE T 5. £, HEKRFEHEN
Z2RT (BRKKYBEERTERT) OFE kEELEZ2h0 s L
W7V — 7 TOENERPARESE IR > 12D TYE;
DAYN—IZELHT 5. HRIC2ZDEZDET
1220 EME D CELSEILHAL LT 5.
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