Fossils

b/ 77, 22-28, 2005 The Palaeontological Society of Japan

SINEffi A Z5E & LICRMBHTIZ K > THLM &R o577 UV SHD R
BAtR & & DRI

TR HE N« A ORI - B BpRE - AR - EHE/AT - Pastene A. Luis **** -

TR TEERER A M LERIERE - R R TTEIT P RIS e -
o () B ARBEITSERT

ST TS P 1 AT S E R -

Phylogenetic reconstruction of baleen whales and detection of their
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Abstract. Baleen whales (suborder Mysticeti) comprise eleven extant species that are classified into four families.
Although several phylogenetic hypotheses about these taxa have been proposed, their phylogenetic relationships
still remain confusing. SINE (short interspersed repetitive element) insertion data are now regarded as almost
ideal shared derived characters at the molecular level, and we have applied this method to this problem. Here,
we successfully reconstruct the phylogenetic relationships of these whales by characterizing 40 informative SINE
loci. One of the intriguing conclusions is that balaenopterids and eschrichtiids radiated very rapidly during a very
short evolutionary period. During this period, when newly inserted SINE loci retained ancestral polymorphisms,
speciation occurred and these SINEs were sorted incompletely into each lineage, thus resulting in inconsistencies
regarding the presence or absence of the SINE. This is in sharp contrast to the phylogeny of toothed whales, for
which no SINE inconsistencies have been found. Furthermore, we found monophyletic groupings between
humpback and fin whales, and also between (sei + Bryde's) and blue whales, both of which have not previously
been recognized. The comprehensive SINE insertion data, together with the mitochondrial DNA phylogeny that
was recently completed, provide a nearly complete picture of the evolutionary history of baleen whales.
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[FLC®IC et al, 1999). F7o, WEICHX RERNBRINTEE

frgE O RN (Milinkovitch, efal., 1993 ; Adachi and Hasegawa,

i B (Cetacea) 1TEHBYICHfHH B (Odontoceti) 3 &
Ot ZRHEH (Mysticeti) EWH200HEICHHEINTE
0, BAFED H T, L2 8 &35 7 /V—T T 5 (Sasaki
et al., 2005, in press ; Rice, 1998). fHFEDEIEITE L 72K
FATEICHEIG T D 72DIT, BIEOBIOCAEEOREER L,
SEIERE THEREMEERT 2. EEEEBEICAD
nNodTany—va VEEHLENIE S IBEOERS, v
SR BT DR DOFTER E S BERHEIS OB L E 2 L 5.
Z OFFORRESCRMITWER WM, #EbAEYFE ORT
RO G & g o TE 2D, ZOEEICHREL LERED
7o OFFERIZ B 1T DHEL D 2 FAES T 5 O I3 TR
Thotz. UL, EFEICRIT L0 TEYFENTILEOER
ZEY, ZOMBEIZLMA~OROPRIITIUHTE,
BE, SIS - & QIR RBUAEBIIAINTH S Z LA
BTV (Shimamura eral., 1997 ; Gatesy, 1998 ; Nikaido

1995 ; Milinkovitch, 1995 ; Messenger and Mcguire, 1998) <7
U A NAFEDOLZME (Nikaido ef al., 2001a ; Arnason and
Gullberg, 1996 ; Cassens ef al., 2000 ; Hamilton et al., 2001)
B9 5 B b SR O R BRI RBIT D EER o THELR
fiEZ 5D TS,

T RFED IR T, WO RAEIRCHE O

BIFICEA L TIE, Z Z104ERI T D 3EIchFE ST &
7273, b AFEHEONERHICE L TITE 29I i3 S

NTETWARW, Amason et al. (1993) J UF Arnason and
Gullberg (1994) ZW< 2D b FlFfEICBITS I b3y
R 7 DNA OFAHHEI X O Cyt b fHIK 2 2k iE,
T LU T ORT—RTofmaeEEsH L £9817
U778 (Balaenidae: vy ¥ a7 77 LI rTT) IH
FHETHY, EFHEOS - & bEMICAEST D 7N —T
Thbd. 232778 (Neobalaenidae : =3I 7V 7)



SINEfRA ZFRRE & L TR IC Ko T B L 2o Te b 7' ¥ O RHBAR Ll Omus 22 it

BEI IV VIRORICAIEL, ST ITVITRAT Y,
Y I TDORIENEFEL NS ETHD. L, A
A2 Y ZF (Balaenopteridae : ' bV 7V F, FHRI Y
T, AT =EVITT, I ITT) BEXORas s
78 (Eschrictiidae: =27 7 ¥ 7)) ORMERICEIL Tl
—H LT RIEEED Z L IXTE R o7, FEEE & 51
ELTHEINERMBTIE T IR 7Y Tyt
DI NHEREEE AR T A DI L, cytb ZHWEZL DT
WY w2 YTlvaFTRr YT OERFMENSTRER S
To. EllFEORFEHEIFILIC, 2700 TR FHRITT
B OWNEBICA D IATL, FTH AT Y TR ORFRFNE % w0 L
T % DA Z ORMANLE 1L E O R TII—B L 7 g
BELNTNRY, 2O XS CHFREFONEIHITE
FEEOBHBIRIIR MBI S T Wi o Tz,

T4 Sasaki et al. (2005) (XA S EEOEOI ha v N
V7 ERERSEREL, T—FR=Anbra R Iy
TREIOFT TR YT OEFNEMZ, FIL6 EEEICL T
R AERR LT, EORER, a7 7V FRBLOFT IR
7T R OBRMMEIRI A, S HITTRO 4 D0 lineage
DIFAEDRH B L2721 lineage I (FILI v 27 27YF),
lineage I (FH A Y FZEHF M7 YF), lineage 1T (A
Uv+=4Y)rT5Eimnt AT T), lineage IV (2
77 F). Sasaki B DIFZEIZ BTt 4 DD lineage DIFELE
TG T 5 Z EITTE D, lineage I, 11, 11, IV E®
BREHALNCTHZ EIFTE o Tz,

AWFZE TIE SINE A Z451E & U 7 & i O R g
T, Bl AR IREa s 7T RNICERL TR T
mole, ZORTFARI IR LAy 7Y IR o&EE
FNTIRT D BB A R P EBEHL, SHiide 7 #E
i A 2RO R I LTz, ARETIEI b RY
T OERRBEINDORHTIC L5 FERMEEIC L > THLRE 25
Tz, ETEROELITRT 5 BELBEA N FOER I >
RHEICOWT O AOETHND Z L L35, RifFEICL-
T, SINEIEL V9 b DSRMHEE 21T Tid7e <, SUEARK
BA Ry FOFEEZH LT D DI b IEFICE R 2T
BThHZLERTIENTEREVWZLID.

Tk

SINE & iZcDNAHEZN L THIIET 2 L ke R Vv
ThY, LhrRIY a vtk TEES / AMCHBAS
L % (Rogers, 1985; Weiner et al., 1986 ; Okada, 1991a;
Okada, 1991b ; Kazazian, 2000). SINE D & % {51 FE~D
FEANIRFHA 72 O TH Y, S HICSINERS R 2FEICE
V% [A] U BB S~ AT 2 FTREME 13AR &0 TRV,
& o TSINEF AT THE] REEAS TH] REL WS —
FENCEE STV, BLEIZZE T 720 < 22D SINE O 4
AR EZET 5 & SINEIFZAY O R FHEE 1T % Homoplasy
DOENEBA 0B 720 9 % (Shedlock and Okada,
2000). F& X032 T Z D SINE i % W\ THREASC £ 0 JF
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FEORHEREHLNIC L TX RN D S (Shimamura
et al., 1997 ; Nikaido et al., 1999, Nikaido et al., 2001a).

AWFFE T4 D 7 ¥ ZHH (b FiR11RE S X OV iR 3 )
Wiz, #MEEE L Ch " ZAVic (Nikaido e al., 1999).
DNA /& Blin and Stafford (1976) (Z L 7223-> THIH L 7.
DNAENR G TRPoTeatI /v TeRivRa s rvs
ERLETOEFEHEBIZEEL T, 207 /A5 4 75—
B LT, 7057 ) MTRITASINEY 77 73U —D
IR Z D072 £ %% B L T, CHR-2 SINE  (FFiC
COY 77730 —=) ZHAWVWCTY ) LATATTI—DRY
V—=V 7 %I 7o (Nikaido ef al., 2001a ; Nikaido et
al., 2001b).

AZ N == TN Ko THRIER YT 4 77 va— I 3EL5
WREDH, ZOfH % b LICSINEIRADHEL R TE 5
EORTIA~—y R LTz, TNENOEEFHE
EHET LT 74 ~—Fy FEAV, 4EOHKEHEB LU
R ) ADNAZEERIZ L TPCRER Z 2 - 7z, £DPCR
FEW % T H v — A VEERIKE) LSINEFFA O 2 fEsd L
7z. SINEFF A ZHEiRT 5 72D ITIZIEE TOPCREYICE L
T, Ju—=v7 -WFREZRL IR >7. SINEFHAT —
2%, FEAHY 1, FAEL:0LLT, T—F~< by
JANCE LD, OB, THe—RFVEKKEIC X -
TPCREY) D IR T X 72V 4E dmissing : 7& LT - 7z,
ZDT—H &H LT PAUP* (Swofford, 1998) %l L T
R OMELEB o7, 7 A~ SINEFAIL [1E
LoHb] ~—HATHDDT, ZHEBOREEET 0%
B3,

BRELUVER

E S REO R

e xofEoe FiHcL T, 207 /A5 4T7F
U —Z RS L, SINEFRA SRR S N2 B 5T &R 40E
HEEL, T o8 TERMMITOEEL L THW .,
THEIER ML, FRERRYIZIEETOZ VIR TY
JETATTI—5WHEL, TORI)—=vT %8B
ol ZALHD., DFEY, FATF7IV—DRI Y —=
VI ERIRoERICEL TIE, ST Z0EETESD
SINEDFRADRH 5D T, ORI ) —=2 T R3bHHEIC
WMo TLES Z&iX, RHEMEEICBITLHERPE->TLE
5ZLIT%. Ko TIZDRYVBELRNE S ITRFER Y
VIR L TEARARS A== 7L T2 L
PARTFR T 5. ESINEFRAPFENICEE L TV D E
DL, FOEEAEST I LItk > TR L (BIK3
fEfR~10M8{K) . Z DB, SINE{HFADOHEICETLHENS
ALITER S V7R o 7z,
M1iFNEho 7 L— RAPL]ERET DB THED
PCR/X% — Y (4038 fn - EEH 1235 T © Fhx HSBLEEL 72
40fEIC DIE D 4T DB IT BT DPCR/S K — L 134k D
HAELEETD) Z2RLELOTHSD. SEHETICHEES

- >
— -
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1. ZhZho Clade 773 SINEBIR T D PCR /XY — v, L4058 {51 O 1 TREM 212885 T HEITRIT 5 PCRIEY O T 77
o — 2 7 VERIKENE. SINEFEADH 5 3 RIZBERIAIC L - T, SINEFEAD RN RIFAREICE > TRLEZADS IO
TNT7 7Ry MIK 21285 EhEhdclade 7R L TWD, BB FHEOARNL, 7/ 5T A4 77 ) — MG L IEROFEA I
B2 A T4 LTS (BRY, Bryde' s, =4 U 7 ¥ 7 ; GRY, gray, 27 7 V7 ; Hump, humpback, %"k 7 2 ¥ F ; NM, North
Atlantic minke, db KPEEES 27 75 ; Sei and IWA, sei, 1 7327 Y5 ; SEM, right, ¥ 2 25 ; Sir, blue, ¥ v FH AT Y
7). ELETNENOREIILLTO L ICEZEOT T 1, F oY 7,2, FHRAITT 3, vwtHRAITT 4,40
V55,280 09F5,6,a20V5; 71, LKEHEI V2 I/VT 8, FKEIV /YT, 9, a3V F; 10,3
VT 1L, Ry Fxa s rTT s 12,~vav YT 13,V F VT U4, NV RUANh; 15, N,

N SBETEICE > T V7 HORZRHMES BRI
7 (M1DA, HM2dclade A). 7 L— NBlLt 7FEED
HARMMEZRELTEY, ZAULSEBETHEICE > THEFS
TV, 22T, vyavryJee B RRHME
BRIET D X0 MEE T 1 Db HEES LN L b
b, HEEOBRML (e. g Milinkovitch, er al., 1993 ;
Milinkovitch 1995) IR TIXARNWZ LAMAZ 5.

SINEFFAIC X 2 RMHEEIC L VIS & Ao T b FHHSE
DR - HENEFIIUATOEY THhD, T8IV
FERyFa s VI PERMBEEZEAL (K1 DC,
2®clade 1), ZOIN—TIEE FEHEOBFTH o &b HAp)
Wl E L7 (M1oC, M2dclade C). ZDKICaE
RV THAE LT Z & D36 [EDOSINEBETEEIC Lo TR
ST (K1DD, [M2dclade D). EiRofERIE
PRI FHIEICRBIT D 5EH & 3 —E L (Adegoke, et al.,
1993 ; Amason, et al., 1992 ; Arnason and Gullberg, 1994),
FacDIFar RY TERESNOBIFIZENTHEWT —
MANT Y TETRBINTWS., RO L D
¥ J& & 72 v (e. g. Bams and McLeod, 1984 ; Mead and
Brownell, 1993).

SHIEEAIT I IV ITRBIOFT IR VTR ME
AP B HBLL 72 4 D DK X 72 lineage DIFTEXFE L 2.
F Jlineage I 13AL Bk & BBk 2 ENICH DAV THA T
53070V 728 (M1DE, M2 dclade E), DK
IZlineage NIXV v 7Y LFHRI7 VT (K1 DF,

2 O clade F) 74 {HD SINE Bx T-HEIC K> THFINT
W5, Kz, ZdcladeFiTt ZERDZH &5 BLED I
JEFICHBRIBNE R NWZ D, Yo7 U T ihoF 4
A VITRMERE (FHR, AUy, =XV, YrFHRY
7)) LIIEEMICRESRRLIEND, YUy IUT
J& (Megaptera) & L THHINTWAERHLTHS. 1%
METEY NIV TRBRTH AV TBANICAY AT L
WO RIZBWTITEEDIFE T—H L 2 REAE L TW
W, W N7 7 YT OMRESI M & S RIEICBI LTI,
—F L7 RIEDE STV, Baker ef al. (1993) i3t
FHEOI b3y R THREEROM SR EREL, W
NI OTEFHAI T OERFEHEEZHRL TN,

FOmMIHFICBNTIEHE< ML TR, 51T
Arnason, et al., (1993) X3 b= v RV 7THEIHEEOLE

FFN 2 RE LT A B Lo lc b ZAFHAI VT Evnm
FHAT DT ORRFMEE TR L DO TH D, DF VML
B Zbiiz h 3y RY THREEROFEITIZBHE VI
FIELIHEREZRLTWSLOTHS., 2 h=2 KU 7Cytb
BEFNDOHT CIEF Ny 7V Z v aF BRI VT OEEH
MaEFEL T3 (Amasonand Gullberg, 1994). &I, #%
DNARHIDOHFFEIC S )95 &, Cipriano and Palumbi (1999)
X7 FUBETOA kN VESIORITICE D T Ry o
VI TR T ML L TWD S, BRI L
7B VY OEPATSThote (Fhy, FHRIVT%
& ¥ T 4 fE). F 7= Amason, Gretarsdottir and Widegren
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Rapid radiation period

SINE tree (this study)

X 2 .SINEffiAT —Z I K> TRENT & FROZBHR . a) 40885 T-HEIZ D
BWTHEENZLOTHD., TNENDclade AP B JETTRE

Tk FITR ENTW SR T OBETFEITABIZEIC

TS, F£F72 4 DD lineage & A X b D& o T2 W & /R 41TV 5. b) Sasaki et al. (2005 in press) {Z

Mitochondrial tree (Sasaki et al. 2004)
DIES SINEFA T — # 1T K o THEEE S iz S_fikit.

FoTHREE

NI, 128D hay RY T E AT BETOT 2/ BBES ZFRHEIC U CRESE S Tz i DR, B Lo BEiE 77— = b
Ty THERERL TS, hAReY—DRRL TEY, HOEZIEIT7 2 JBOEREZ KL T, 72180 I ICE
L Tidclade JIZARYS 42 H 0 & Z 3 I8RAE & L THEE L 7=,

(1992) I BRICHR RAY2 T T T A b S 2 FEIE I SRR
iR Iiol b ZAFHAI DT Ly vF HAITTD
HRHEALFE SN, ERichD X5 by 7Y 50
BHREEIEBIE D D 2T E N TV RN E Vo TIW, KXo
THERNY I OTEFHRAI T TDRHERMBELTERT D &
SfERITEREER, HEYMTFRRERAEWEIT TRISF
FIHFNCLIEFICELSRELDOTH L., BEL PER
%Kﬁﬁé%EVXTA@kkﬁﬁiﬂ,ﬁb77V7@
Kepke e 2EO Hi L, S FHEICI T 5 R/H o
*ﬁ%’?l%igbf;k%/‘{%ﬂé.

lineage NI RAMEEL LR T2 A VIV F, =2V 7
VIRBLOVRF AR T EGLIN—TTHY 2D
SINEEBEFHEIC L > TR THD (K106, M2o0
clade G). Z®clade GIICEBWTIZA DL 7V T L =4
V7Y T OHRMEMED 3 DOSINEBAR FHEIC K- TR
NTns (M1oH, K2dDclade H). ATV 7V FE&=
2 7 YT ORRMEILEED S FRFEFEICBNTLIEL
IR I N TWBD 2 (Amason, ef al., 1993 ; Arnason and
Gullberg 1994 ; Amason and Gullberg, 1996) Z ® 7 )v—7

/-lb
/|_4’

LimFHRI VT EORRHMEERT T —ZIIERETH
DT THRDDo TV, lineage IVIZ2 27 7V 7 %5
L IN—TThb.

A% TITA X7z lineage 1 2> 5 IV D F4LE 41D lineage I
B 5 HARIETEROSINEFHA T — F 2263 Fs T
D05, 1h 5 IV OMOMGRIIMEARAETHD Z L b
ol (k). M2 TIRIRD 4FITZ A E L THRY,
SBIDORMEa B P AV ) —EMESIT S,

FETABSINENE—VIZE>TRESINBFTHRI D
SHREQAV IV OIHOBRIZEITEIRBAR+

b 7 ) WA~OSINEFRE AN Y — 2 ZFERIC TR T <
WEET, Fx ik 3 EOHEEEE SINE Bs 1 2% /L U 7.
SBMETHED H G 28 (BRY28, Sei2d) 1X[X 2 1ZR L7255
M EFEL, SHITiE, Z03BEFETETHRENC
FELTWLDOTHSD., Bl IXBETHEIWASL (K1 0],
3) (Elineage 11 & IV DHRMMEZRE L TV D DITHE
L, #Ef=TFEBRY28IX lineage Il & F 4 A7 ¥ T OHRH
HERLTND, TOXSICEWVWICFELTREY, £
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c) BRY28
¢ FTHZR
yarHR
IWA31
— 17 — ¢
— -5y — —
as
@ YY) Sei23
¢ >OFHR _i_
1 — 19—
L— =y
(3. 3 OO SINEME I L > TRIREND 30 OF TS b
Aay—
IWA31 humpback TCCACCTAGA
IWA3Ll fin T T
IWA31 blue AAATTCACAAGCTGC N
IWA3Ll sei AAATTCACAAGCTGC N
IWA31 Bryde's CHR-2 (CD) AAATTCACAAGCTGC
IWA3Ll gray AAATTCACAAGCTGC NS
IWA31 North Atl. minke - P
IWA31l Ant. minke
IWA3l right e atnie il b R
IWA3l sperm e atnie il b R
BRY28 humpback -AAGAAAATAT
BRY28 fin AAAAAGAACTG
BRY28 blue AAAAAGAACTG
BRY28 sei CHR-2 (CD) AAAAAGAACTG .........
BRY28 Bryde's AAAAAGAACTG
BRY28 gray

BRY28 North Atl. minke
BRY28 Ant. minke

BRY28 right

BRY28 sperm

Sei23 hump
Sei23 fin

Sei23 blue

Sei23 sei
Sei23 Bryde's

Sei23 gray
Sei23 North atl. minke
Sei23 Ant. minke

AAGAATAAGAGCTTCA N
CHR2(CD) __ [NeRiit
AAGAACAAGAGCTTCA‘:::::::::
CHR2(CD) RNV 1!

Sei23 right

Sei23 sperm

4. F/ET 5 SINEBIE FHEICR T 5EHAESNOT T4 v AV b FFADDHSSINEOHT 77 7Y —
Z D KAROTAFANIZREANTWS (CD : cetacean-specific deletion ; Nikaido er al., 2001). £ A L7 kU
E— MIKEEL TS, T 2T Ny b T, REIFNA 7 TRLUE.

BRY28IZ2 v VYAV ) —TRENTWIFH ATV T
EF R USOBERHEMICLTEL TWD. & 6ITEKE
FHESei23i lineage I A U+ =4 ) 7V 5 OH R E
FRL, arer YRV Y —ITRBIT D clade G & EIKEE
2D, EIBGTE Sei23id R D BRY28, IWA31D &
HEHELFELTVWEDOTHS., THEDBEETEICET
LPCREEMNIBIH 2 PET D Z LT X W SINEfEA DF %
HERLTRY, TOMPEINOT 74 A b #K4ITR
L.

FETOBIBTEPGFEET DI DDt &hb,
Fk % 13 SINE 7 — % % PAUP*IT X - THEHT L B Sk Rkt
DOYERR B BTz, FORE, BB 3MEOF G EmTFED
FIEIC L Y lineage M & IVEFEORDIFTHT— A NT v T

fEIHE < (60%), ZDfthdlineage i DBEIfR S £ 4305 L 72 -
7z.

SINERff#I L = ba v FUF2RESIC & 5 RGE

Filt, a7 NV—T1E, BADE FEFIZIES TORE
BT 2IMa v R TRRESOMIT 2T S
(Sasaki et al., 2005, in press). € ORMM (K 2b) 1AM
FEIT & o> TREEE S NI SINERHM & LU D sV TAE
HIC—H LR E R LTS, 1., Ty oo T L
FHRA7 VT ORI (lineage ID, =XV +A T 7
CIEvut TR YT OELRHME (lineage D A31E
T—bANTy FTETHREINTNS, 2. L2L lineage 1
POIVORIENEFT 2R+ 7 — b A b T FEIZIFE TR,
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IDT—FARNTy PEMEWEREKLELT, 204250
lineage 723 TR e B R P e ATREME D B X D LD,
PLEDSHETI b a v R Y 7 DNA KR & SINE Rt i3 A
WIZ—ETEHbDREENZD.

% LR, incomplete lineage sorting % L THREXA R b
FILThib~7z X 9 ICSINEFRAIL, Jefiik  0EATHEAL
D X5 BRBRPENTOIT, EYORESLZEIITHEL T
LbDREEERD. DEVELRIFBIIRBITLE>TLFAL
AR EEA~ISLITSINEDMEA T D HER 3B T/hEn e
H5ZLThD. XoT, ZNENDSINEIE, EDIHALT
W 2 BB T O SRR & EREICR IR L TWD Wz D, T2
& 2B O SINE s T ERBAEVICFEL TS L LT
b, SINEZA 72 < &b ZNZ D BRF O R ILTEL
IRLTWAEDIFTHD (Nei and Kumar, 2000% ).

WEICTRA DR T o TESINEZIRIE L 4 2 O
JE0 2 O RHEARICEAT 2058 TiX, higE s/ AhicE
DESRFELICSINE B T EITMRE S g o7
(Shimamura et al., 1997 ; Nikaido es al., 1999 ; Nikaido er
al., 2001a). D FE W ARFIEICEBIT HHERICI > THIDH T
VTG ) AR DB FEMOF ERH LT,
ZDBIRD FEROEACDORERICIS T DA X b ATFE
ETDHZELHRRBLIEOTHS.

AT RBN TR G FETARSHERIT T IRV FFE
a7 7 VI RHNTEE S5 lineage 1 5 IV O 3L S 13
RSN | e T AT 15 NP SERA Y 4 s e A D R A A B §
5. M20e FERFERICBNT, 95— a3 i
Lo TSN TWBERS (clade J) 23, T OREA N
FERLTWS, ZOMEAXY MIM1IDJITRL TS
% 3ADSINEFH A/ NS — N Ko TR INTBBTHED D
TEINDLDOTHS, b2HHLEFICE W TSINEFHAZ
FPMEFE SN T DIRET, ZoEMIcEER FEDLLL
WEEM D) HMEEGNICE E 5 &, EORICHAEL 4
Mz b 2D ZRMRZ kRN, ZOBITZFNENLOEIC
BT, SINEZH LIRS L <ZEWREBIZEET S, L
22U, ZOSINEFFALE 2IREBICEE T D 5>, HUVRERIC
EET20E, TNENOEMATE > SBRICEE S Z
LG, ZDOSINEFE A DOF IR/ 2 KR L 72\ W AlEEME b
b5, TORRIT, B DIBBFEED R & FEORHBIAR
—HIRECDZLBHD. —BRITIEZORRBIZR2HES
H73 incomplete lineage sorting 415 & KBTS, 10]
IZB1T 5 3MOSINEBEFEIZBIT L FEITRZEL L, =
v IV VIMBEELIRIL, FHRIVIREa s VT
Bl @I B\ THREF S IV TWZSINEZ RIS, 2 D0t
SEEMPFICEE LW E Eig, ARG 272
el ESNDEEEL2 NS, LTHIE, b7
R DA < MR oD clade JTrdfisd THEH
MiciEZ o7e B2 OND. EREMBRESRDIETE,
Z OHEMICERPEET D DI TN TRV BLET
HBHZ b, YA XDKEE D incomplete lineage
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sortingZ# 2% ETHIETH S (Nei 1987 ; Pamilo and Nei
1988 ; Takahata, 1989). 2% D Fx D7 —# 1T Ll clade
JIZR % e FsHOEMPBEMIIKRE < BoTno Z
ERTRIN, TOZ LITEEICE T S MEREREE DO ZTEH
BEOEICED LS REEEE AP EHRTDITH
oo THIEFICERENDL D TH D, Sasaki er al. (2005,
in press) DFEHTICZ X2 & clade JITRIT B D IHAIE4 D>
LI LE 1900 HERITZLFHEINTNWD, Sasaki et al.,
(2005, in press) IEFm X CHAER SO EE R I —T
VI AR (23005 4FRN) 22D %M1 (100077 4ER) 1T H
BRL TN ZEEET, SHIETHAIZVITRDAT A
IN—T BT AEEENIEEICEETHY, Zhb
PES L TV AT @ W &R TV 5, SINET—4 L
SV NY TEINCE DG FREIEEDETEAD LS
5 X ZF19007 4] (19.3+£2.9MyBP) 12 & 7RG
FIEFICRE LB ERR L2 LT/ s, ZOREICH
KT ED LS REREEHH Y, FhnsAOHEIC
KEREEL B2 OPDPRICEERBEE R THA 5.
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