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Abstract Whole-genome duplication (WGD), which produces a massive number
of duplicated genes, is believed to be one of the major evolutionary events that
shaped the vertebrate genome organizations. Here, we integrate information from
recent researches on WGDs in vertebrate evolution, specifically focusing on the
studies of teleost fish genomes. Recent whole-genome analyses confirmed that the
jawed vertebrates, including chondrichthyans, sarcopterygians and actinoptery-
gians, experienced two rounds of WGD (i.e., first-round [1R]- and second-round
[2R]-WGD) early in their evolution, and that teleost ancestor experienced a subse-
quent additional WGD (3R-WGD). The 3R-WGD was initially supported by phy-
logenetic analysis and generation-time inferences for teleost-specific duplicate
genes, implying that the 3R-WGD occurred 320-400 million years ago in a teleost
ancestor, but after its divergence from living non-teleost actinopterygians (bichir,
sturgeon, bowfin and gar). The 3R-WGD was confirmed by detailed whole genome
analyses of Tetraodon and medaka. The teleost ancestor was shown to have had
12-13 chromosomes per haploid set, all of which were duplicated by the 3R-WGD
before the divergence of the modern teleost lineages. On the other hand, although
most of tetrapods (excluding a few lineages of amphibians and reptiles) have not
experienced an additional WGD, they have experienced repeated inter-chromoso-
mal rearrangements throughout the whole genome. Therefore, different types of
chromosomal events appear to have characterized the genome organization of
teleosts and tetrapods. The 3R-WGD is an evolutionarily recent WGD. Conse-
quently, teleost genomes retain many more WGD-derived duplicates and “traces”
of their evolution than those of tetrapods, suggesting the usefulness of teleosts for
investigating the consequences of WGD. In addition, the remarkable morphologi-
cal, physiological and ecological diversity of teleosts may facilitate future studies
regarding  macro-phenotypic evolution on the basis of genetic/genomic informa-
tion. We highlight the teleosts with 3R-WGD as unique models for understanding
vertebrate ecology and evolution.

*Corresponding author: Division of Population Genetics, National Institute of Ge-

netics, Yata 1111, Mishima, Shizuoka 411-8540, Japan (e-mail: yuksato@
lab.nig.acjp)
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Fig. 1. Proposed timings of three whole-genome duplication (WGD) events in vertebrate phylogeny
and evolution. IR, 2R and 3R indicate first, second and third-rounds of WGD, respectively. (A) Verte-
brate phylogeny and proposed timing of the 1R- (Stadler et al., 2004), 2R- (Robinson-Rechavi et al.,
2004; Venkatesh et al., 2007; Kuraku et al., 2009) and 3R-WGD events (Amores et al., 1998; Taylor
et al., 2003). (B) Actinopterygian phylogeny (Inoue et al., 2003) and the estimated timing of the 3R-
WGD (Chiu et al., 2004; Hoegg et al., 2004; Sato and Nishida, 2007).

LTwadboiffshs, ZoXHEICE, £<
DEYFEEIPES (LR EERITTE 2.

2 L2 IR SN IS T, £
OYEELARE T, 2E»L3EOET /) LEY
(whole genome duplication, WGD) #&H o7z &\ 5
E Z AR E N CE 72 (Ohno, 1970; Lundin, 1993;
Holland et al., 1994; Amores et al., 1998). ¥/ LA E
BLit, 7/ LEBRTAREELY MR LUNC
RSN HEEER CEETF20M) 25, &TH
AR PDTETHE, LIz oTT /) L
BEINEE D L, RELEGTFRECELSLZ
LB, REGEETFE, HLOWEBEELY D o728
HOBEFIEALT S ETCOFEL—REM T
HbHEEZLNTWAS (Ohno, 1970). FHEENWE
bW E /277 ) ABHIE, FNOIHA R
YRR R b o o LW BT 2 S 5EAL L7
ZET, FHEYICESRFEOENIIFES LT
XD H 5.

WEEKBIER L&Y 47— 7 O LBz
»o, FHEYESELHBEEEMARL Vo KR

DVLNNVTHRESNARED T ) LBED, Fi
B OEGBRE CERICAEIERE T L
EHTE D L% o7 (Fig. 1; Panopoulou et al.,
2003; Christoffels et al., 2004; Mulley and Holland,
2004; Vandepoele et al., 2004; Dehal and Boore,
2005; Panopoulou and Poustka, 2005; Kasahara et
al., 2007; Nakatani et al., 2007; Putnam et al., 2008).
INLDT ) LBEA XY MIEhEh, BFHE
) (Vertebrata) & C D@L, FHBPS L<
134 B848 (Gnathostomata) 3L BT (Fig. 14),
B LU EFIE (Teleostei) DB (Fig. 1B) 128
WTIETORELEHEESNTEY, Fhth
first-round (1R)-WGD,  second-round (2R)-WGD,
third-round (3R)-WGD & I TW 3 CEHEEIY
Vertebrata & V9 FEEIX, MOEOHERAKMMEE
BT 0E0MAICEDSE, TITEXFYFF
HrxEDEKRTHYTY5 ; Furlong and Hol-
land, 2002a; Takezaki et al., 2003; Kuratani and Ota,
2008) . EHBRIEWC EiE, DUEENY & &t AIEESE
DY 2k, EEHEY &5 L 72412 IR-WGD
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L2R-WGD DA ZREER L7z LB SN TV B~
T (Fig. 1A; Dehal and Boore, 2005; Nakatani et al.,
2007; Putnam et al., 2008 ; 772 LT A48 & B HEEE
D—WMOZIMTI, 857/ 2EHEE L%
RO NDEHEENFET ), HELBEHEOK
HoxbosEFHEIE, FoXEBHEETIEHD
7 LEH BR-WGD) 2B L2 &% L 2T
o T&/Z & TH A (Fig. 1B; Chiu et al., 2004;
Hoegg et al,, 2004; Jaillon et al., 2004; Kasahara et
al., 2007; Sato and Nishida, 2007).

CDEER, EEFEIOPORTEETA
SEYBHTHLI L eYHEo>TwE. £7F, 3R-
WGDIZ &k o TE L KREDHBIREN 2 EHE
ZFld, JERE - B - ATH) - AL LBV TE
REZHREEZET HEFEOENID 206 T%
ELTEALTWEEXH L. 29 LEBI,IL, =
D 3R-WGD & EBHHATRI A 2Lk L ORE
P, B2 IEFEHOLHEM L OB R (Vogel, 1998;
Meyer and Malaga-Trillo, 1999; Taylor et al., 2001a),
HEHETEHENL TV HELRTHROENLE OB
T SIS T, A BB A SRS
LN TW5 (e.g., Mulley et al., 2006; Hashiguchi et
al.,, 2007; Hoegg and Meyer, 2007; Siegel et al,,
2007; Yuetal.,, 2007; Douard et al. 2008).

3R-WGD 3 F 72, EFHOEAL - S = B
T5ETEEREZTTRL, 7/ LEHICLDHE
B ELDERELHEHET L7200 T E
NIHFEDOV A TR T 25 EHIFEINDE. £
HHII3R-WGD ', FHEENW DL DA TH
BAEVREISRE 27 LEEEPLTH S
(Fig. ). WHAERPEFHE Lz EOFHEESEIRER
L721R-WGD B X UF2R-WGD X, #EAHE
(Chondrichthyes) & EL[O%H (Teleostomi) 2353l $ %
Mo, XBEEWERIGES 27 LEETH 5
(Fig. 1A; Robinson-Rechavi et al., 2004; Venkatesh et
al., 2007; Kuraku et al., 2009). 9 L724EfRY7%
HEPHIRE 2 572012, BAEOEMEY 7/ 4
A6, IR-WGD B X U 2R-WGD TEH L 72 # 5T
RLEND OBACDOEI AR LI T5 2 LIEIHE
5 Tl e vy (Wolfe, 2001; Dehal and Boore, 2005).
& ZAHIR-WGD L, WEESE (Sarcopterygii) & 55
B4 (Actinopterygii) 230 L 7= & - LR
ENTHEY (Fig. 1B; Chiu et al., 2004; Hoegg et al.,
2004; Sato and Nishida, 2007), 1R-WGD B & (F2R-
WGD L HRD LR NI E T/ LEHET
HhH, COZERPLEFBEDT/ AIZIE, 3R-
WGD TEH L BIZF R 2N 5 DOHELDOREED,

HEHECBELTWA LD LEFESNG., BEE
Y BERREFVETHILT, ¥ LEH
KXo TEBLIBEETRY Y37 B, &
DIIEHEMER Y 7/ L OEILOBRFEDS, FEEYIC
REDWREND D 5.

SO ESNARAEELRE, EBEZE
CRIBE T, HBUELBT21T) L TARTRZ
Bl A & T B AR SR B AR <0 Rt M 0 I AR AX
A, FEILI bary P T A&RERF O LEE
FICESCTHWEREETHEZE SN TnE I LT
# % (Inoue et al., 2003; Ishiguro et al., 2003; Miya
et al., 2003; Saito et al., 2003; Kikugawa et al., 2004;
Inoue et al., 2005; Lavoué et al., 2005; Miya et al,,
2005; T H - B, 2006; Yamanoue et al., 2006;
Azuma et al., 2008; Kawahara et al., 2008; Lavoué et
al., 2008; Setiamarga et al., 2008; Yamanoue et al.,
2008). D & 9 7z HBEALIRAT O ZEAE B AT
FHETHZ b, HEHEE, 7/ 2EBHICLS
FHEWEL LR T 27200 8 6IF 25
ETFNVELRDL, MRAT, EFFEICRONLEE R
TERERY, ABRY, AERMSEME, FRILL
DEALFBIETFRT/ L OIBHRIEDWTHE L
TV L ETOR4 2 BURIESIFEREOERE TH
HEEZLND.

ZITEARTIE, THLEREHIRAT, A&
BET/ LBEGICHEET SRFTOMA 2 LR
Aol e, ERTLIELEL ITH
HWeB M O TRS 727 ) 2AEBEA XS,
ECICEBEFRNZ3R-WGD IZ2WT, THD
&7 LT YRS/ O N T E IR
EDFEOTHHT S, KIZ, 3R-WGD DHELRY
BRICOWT, LICEBENIRT SEEI LS
BUECEREETTERET S, 51, 3R-WGD
TR LI-EEEY, BEF YN0 E, #iE
F7730—, ¥4, SHITEIRBRKERLY S
TVEERRE Vo2 LV EROEY VAT L0
BALERET 720D EFNVRE L THEDT,
FROWEDRE &k ~<7z\,

BHEBMELLICBITBRY / LEE

BB UL, FHEYOEIGERE TIIEE
POT ) LBEMSREE, FNILIoTHEULSEK
DBEETH, B I CEE 2 TERERN, £y,
HRERY, ITEIMIREO#ILICES L TELbDL
EZONTWL, ZOHTIR, BFHEWELICE
JBY ) LBEEOEZFRELENTESREEE,
ZORPE o TELBETFT— 51DV THE
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F e, TNLOEZRLT—FORR L EES
WZOWThi#wm T 5. RETOERELIEELT,
REICBWT, EEEH L7/ L7 — 7 T
1220 < 1R-WGD, 2R-WGD, 3 L U 3R-WGD D
WREE DR T DV THESE L 72w,

1) 2R-WGD 132

b b EOFHEN DS, YavYaunNThe
DEFHEN) & I TEH  DEETF % b DD
HBHT L, 1960 FMFTER & V) AR VR
PHESNT Wz, BEERELOOH - -ERIK
BER IO LT HAMFENTEEICL T, HHE
R EOEBNRHICE D LBREDEETEED
ek WEEClE SN, F72, MlEH/Y
DDNAR (7 L4 X) bBEAHHENT:.
COFER, FHEW OBETFERB LS LAY
A i34k, EEHRBYOFNE HTH]L TH
EREWTEPHL N E R o2 29 LIZEEIC
F-O\ T Ohno (1970) 1, 3£ [Evolution by Gene
Duplication] 2B\ T, FHEYIZR SN 5EE
TR R 7 ) LA XDBERAS, BB ELD
WETREZIE S 2E 07 7 ABHISER LT
WAHHREEZ IR L. (Whbwb 7 A EHEH
A/, 1977). T OFIZFEELEH 5 E  FHE
N, EWEALICEBRE S ORISR EBE
252 T&ERLOD, IO EEIFMIIEHKRT S
ZENHREIC T o720k, SFEYEFEIREERN R
BREAZT2190FEXUBETH -2 (LR,
2001).

1990 SEALLNE D F AW FEOFRE, FIZIERY
AT —EHEEIGEREBDNA Y~ v ¥ v 7E
WOERLREL-T, 8FSEEYHOESE
THHRICET 2 ARk R ICHEIM L2, Fhbo
SRS, BB 2B O LBEEERK
w9E 2z (QR-WGDIRH) AT 2L BEH
MERTECRFIVPEESINDL LT o2
(Lundin, 1993; Ohno, 1999; % JE, 2001; Lundin et
al.,, 2003; %, 2004). FOMEFO1IDE, W
RAECEST2EERTHLY I — N7 5 Hox
BF773)—THb. HOXZ »37Ei, B
B R £ DOMDZ  OLEAFEFRENI BV THRE]
Ry — Y DIRBRFORFEEHREICES T AEE
uHREE b o TBY, TOHOX % 2— NT 45EE
TR, BFHEY CIEEE S 5 58 O Hox & in
FDY T LA Hox BEF 7 5 A5—& L
T4/ LA EICHERE LTS (Fig. 2; Gehring, 1998;
4°—1) 7", 2002; Lemons and McGinnis, 2006) .

FHEBY AR 2 MBS TH L 71 57F A
2 ¥ 77 & Branchiostoma floridae D7 /) LIS HE—D
HoxBIEF 7 F9AY —%bD2—HKT, bhalx
EUMUBEO T/ 513, 4ED Hox BIZF 7 7 A
% —% b D (Fig. 2A; Holland et al., 1994; Hoegg and
Meyer, 2005; Amemiya et al., 2008). Z D Z &I,
HFHENY) O Hox BIZT 7 A5 =8, S {Lb2
Bl OKE R BRET A LV DEE, 2w LI,
&5 ADERITL > THIMLTERZ & 2RE
LTwa., 20L& 2HHBYOELETH 5\
BRF7 7 A5 —OERES, FU oizE
B4 B Bmp, Wni, Notch 72 EDMELTR, HRESR
TEEZERCHE) TEHREGERZTEERE
(major histocompatibility complex, MHC) #{z T 7
FAE—, FOMTNFT—ERas -7 48k
EDRE AR Y A TORIZTTHF O SN (Hol-
land et al., 1994; Sidow, 1996; Kasahara et al., 1997;
Spring, 1997; Postlethwait et al., 1998; Abi-Rached
et al., 2002; Furlong and Holland, 2002b). &9 L7z
HEIFR-WODRFH E L EBETH L LIS, F
HEB OTEE, AW, RENFE % HE D HERFE
D, BEROT ) LEEANY ML o THEIL
HALLTEZZEARBL TN,

(2) 3R-WGD 1=5%

BRERERL TS (FEEOS LEBHIC
BEhwaELETbI0LL, HENIDLLT
RYTFNVAE, Fav¥AH, 737 dmia calva,
H—HAEFEIVHEYETSH) X, AEEELFEMIC4D
DHoxBIEF I A —% b DEHEEENTNS
—75C (Longhurst and Joss, 1999; Kim et al., 2000;
Chiu et al., 2002; Ledje et al., 2002; Koh et al., 2003;
Chiu et al., 2004; Hoegg and Meyer, 2005; Crow et
al., 2006; Mulley et al.,, 2006; Venkatesh et al.,
2007), EBEIZET A NT 7 7 Fugu rubripes, A
%71 Oryzias latipes, Danio rerio 72 ¥ OfHEIL, 8
PRIBWCZ LI TED Hox IRTF 7 A —%$DZ
ESEE 6 2% o 72 (Fig. 2B; Amores et al., 1998;
Naruse et al., 2000; Amores et al., 2004; Kurosawa et
al., 2006). ZO¥%it, WEEOZNOB L 24
THhb., ZOZLhrLEFED Houx#ZT7 7 A
y—7%, P L I Lo RISE S AR
) WEBICE o THIL L & v ) IRFD R
X7z (3R-WGDR#H: Amores et al., 1998; Meyer
and Malaga-Trillo, 1999;  Ruddle et al., 1999; Apari-
cio, 2000; Meyer and Van de Peer, 2005). ftho) 50 %8
HL EOBETICBWTY, EBEY, NEED
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Fig. 2. Duplication of Hox gene clusters and following changes of their gene organization in (A)
sarcopterygians and (B) actinopterygians. Circles, triangles, squares and diamonds denote Hox genes
belonging to clusters A, B, C and D, respectively. Filled and open symbols indicate intact genes and
pseudogenes, respectively. Dashed symbols indicate the presence of hypothetical genes that have yet
to be sequenced (Hoegg and Meyer, 2005). Data sources: pufferfish (Tetraodon nigroviridis), Jaillon
et al. (2004); fugu (Fugu rubripes), Aparicio et al. (1997) and Amores et al. (2004); medaka (Oryzias
latipes), Naruse et al. (2000) and Kurosawa et al. (2006); zebrafish (Danio rerio), Van der Hoeven et
al. (1996) and Amores et al. (1998); bichir (Polypterus senegalus), Chiu et al. (2004); Australian
lungfish (Neoceratodus forsteri), Longhurst and Joss (1999); clawed frog (Xenopus tropicalis) and
human (Homo sapiens), Hoegg and Meyer (20053); elephant shark (Callorhinchus milii), Venkatesh et

al. (2007).

1 DOBRFIHE S B HECBYIAEF 2 BT % 2
2y 0Z & (UBEHE - EFEMO [1:20—0])
WiREN, LEO3R-WGD RS H®E S iz
(Postlethwait et al., 2000; Taylor et al., 2001b; Van de
Peer et al., 2001; Taylor et al., 2003; Van de Peer et
al., 2003).

LDLED#E&r o, FHBYOMBELIZBNT
3oy AEHE (IR-WGD, 2R-WGD, 3R-WGD)
MHEETEL VI EZIFEL SN, FNITX
NIEEY, @FHSYOLBHEICB W TIR-
WGD A2 & (Stadler et al., 2004), H\\ T, EHHIE
é:ﬁ B AN 9 A T (Kuraku et al., 2009) H L <

I L 72 0%3E O 35@HH % (Robinson-Rechavi
et al.,, 2004; Stadler et al., 2004) (2B T2R-WGD
P E 72 (Fig 1A). TNHO2BOF ) LEHE
(IR-WGD B L U2R-WGD) (d8EMIE, PIEE,

BIULRBEICEAESNS, 3010, WEBEEE
BRSSO L 721, SeBEEE ORI T 3R-WGD %2
&7:. 3R-WGD I, Bica— Fa3hr&EOHh0H
{&F (HoxA, fzd8, sox11, tyrosinase, 3 & Uphos-
phoglucose isomerase MIRF) DHWHERDPS, T
fFLGelEgE & o7l L 72 0 BEEHOLBHE TR
7zLHEE EN T % (Fig. 1B; Chiu et al., 2004;
Hoegg et al., 2004; Sato and Nishida, 2007).

L Ladol oz, HETH ./ amh
DL —EOBIEFDAMTITEDT VMR
3, IR-WGD, 2R-WGD, 3 & U 3R-WGD DA%
FIEL 72 O TidZ v (Horton et al., 2003). 447
ENTZRIEFORICE, Z0RFKEBERA2R-WGD
BLUR-WEDRKFHZ IS IR L2 b Db
HHT b, FHEYT ) 2ICRONE BT
DEFWED, 7/ 2B TR T, BOLITE
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b E BT EESCREART OEBICHRL
TWAT RS 5 TE 22\ (Hughes et al., 2001;
Martin, 2001; Robinson-Rechavi et al., 2001a, b). ¥
72, LD &9 A OBEETREH OB LS
JLABEEOFREERET AT e —FI1E, #HE
FARGH BAEOREELEEEICHIBREND &L \w»
3% b %D DRFHSH B (Gibson and Spring, 2000).
9 L7zZEH,s, IR-WGD, 2R-WGD, BLU
3R-WGD DEFE, BEWICIIEs / L7 —5 %
72 KR D ST Y 72 SRR (B 2 135t
KLV TOEIGEBROHEZE) ok dEnb
VEDRH L., FELIEIN22IERIIC A TH S,
L MRY T AR EDNESE, BLUD. rerio, 1 b
A, A¥H, VT T, Tetraodon nigroviridis 72 &
DBEBOBEBEOEY / LAEFINFi4 Lt
2. 2 LIERELRY ) AT - Y ESFIFTRE L
olaZ &T, RETTHET5 L H12, HiEY
DEN ) LT — 75D HF ) AEHEOMKEE
PEH L.

&7/ LEAISHICE DY/ LEBDREY

2001 4EIC e b &Y ABEERH SRS Sk
DxEE)Y & LT (International Human Genome Se-
quencing Consortium, 2001), T4 OFHeE Y O 5
J LEH DA LR S T, RN TWE S
JLAF—F ORI, BESTRNIS 7 MEFIEE
ZBHLANVICITEL TRV Db —E & E N5
P (B ZAEA LA 3 Felis catus 0 7)) — 7 /) — )
Anolis carolinensis % ¥), &7 ) LEATHNER LT
WS BHEBEI O EIL 2008 FE R DOIF H THET407E
IZ3ZEL L9 L LTWwA (Ensembl Genome Database,
Flicek et al., 2008). #FETIL, SEOEEFHE, T4
D5 D. rerio, 777 (Aparicio et al., 2002), T.
nigroviridis (Jaillon et al., 2004), 4 b I Gasteros-
teus aculeatus, * % 71 (Kasahara et al., 2007) O£
7 AEFIRABENTWS, IhsDes /) L
EF BB THET - R EoBEaERIT,
Ensembl (http://ensembl.genomics.org.cn/) 72 & @
VT T N=Ax ) LTHE - BUEL, #HED
PIEICHET A TE&L, 2 LI-EER
—RIERFEZEH L7 LRI
BRol:ZbWBELLFEELR-T, Y/ LE
BT 25 S D AR AT 2003 SE R 2 & Bk
[N L7z (Fig. 3). AEHTIdE <o, EEEEE
H97 3R-WGD DREEICE R E LT, LDLH 4l
EICE DV TBEDT ) AEEPBREE SN TE
Dk R THIZ.

(1) BEELFOERFREEICLSDY / LEE
DAREE

7 LEEIREDL L, 7/ LIFET HEIR
FHFEEEICETEET S, Lo T, WEER
BEEHEHOEALOBIETY /) LAEBEANY PHREE
T2 &) DEBIEET A 20121E, FRD OFHE)
Yo/ sz, BEODBFEORHICET L TE
BLIEZTVEZEINTVWDI 0 E ) PERX
T v, BIEEFSER LR, EERET
BOSIGEREZEETE I LICE DAL &
T&5.

3R-WGD DIRFEIZBWTIE, EEHELNEHED
LB L h o Bg RN 2 EREETF T
BRL, SREEFIrERLCEN 2, REELSE
IR DHEE DI EN TH B 4F 5T ITFRT (Kumar
and Hedges, 1998; Hedges and Kumar, 2003) % #X1E
RELTHET HHEFEIRLNZ, 2077
O—FIlLoT P T 77D LHPHER
WENER, V72777 MICRERN:EEE
BRFERDY — 228, 3E2TFHER DL 4ETIF
B O & B2 o TR & 1172 (Christoffels et al.,
2004; Vandepoele et al., 2004; Christoffels et al.,
2006). —HT, 9 Liz¥—=2icdind b L%,
FIREICRE Z 2L E X LN B KREHEGTEEOR
i, e O AdbidEH IR, ZOZ
L, REEEE EEEEFTE L 2RI, BB
BWTIR-WGD DR E 722 LSRRI E N 5.
F72, SR-WGD 2R L - L HEE SN TV EHER
OB (Fig. 1B % 2 H; Chiu et al., 2004;
Hoegg et al., 2004; Sato and Nishida, 2007) %, 3
May BT AEREHNICEED I ENHE
FI LB L 23 @2 O 32 FHERMICHEREL
Tz bz 535 % (Inoue et al., 2005; Azuma et
al., 2008), Z OWAIE, Lk 3R-WGD OHEELE
R GE2THEM,S4EBTER) LI E
HLTWwE, Br /a3 ary Y7500
WED» S, BLEFIEEIERICHERELCEEHE
DOIBHRETY / LABEIRE L) BB
BFENEERBESLY).

COEERETFOERFELIIESCT To—F
1, 1IR-WGD B X U2R-WGD DARFEIC b & h
2. M5 TS, er, AFZIT VLA EY Ciona in-
testinalis D7/ LT —%, BL7nyyrrsy
% 4 D EST (expressed sequence tag; cDNA 7 1 7'
T =L EEBIEAREZHO 70— vizon
T5007°5 800 X 7 L F FIRE OIS % ks
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Fig. 3. Increase in numbers of publications on
“genome duplication” and “genome duplication and
fish.” Values were obtained from queries to the Web of
Science database (December 2008; Institute for Scien-
tific Information, Thomson Scientific & Healthcare).

L7 —48) Of#»5, IR-WGD & 2R-WGD
BB LF5EIS TEEFOMICERE /22 LRI
ST 5 (Panopoulou et al., 2003; Dehal and
Boore, 2005; Panopoulou and Poustka, 2005). L #*
L%45, IR-WGD B & UF2R-WGD DIEH & & 2.
NG EEBETERD Y 7 FViE, 3R-WGD D
ZNEHRTAEBK TH o 72 (Vandepoele et al.,
2004 DFig. 3% BH). ZOEHIIBFS{, BHE
THE~7z & 512, IR-WGD B & U 2R-WGD Dfe &
TRV THWZ b EBbh s, F44
MRl Ers, INHDA XY M CEHLEE
FOMODTIEER e B AEECTHNTH 2 &5,
HEBOEECH LI EAPELERTHA . 1R-
WGD B &£ UF2R-WGD D EFEIZIE, LT TR 5
LI OHEN LT T —F T 52 &8
WETH 7.

(2) BRI E LB NIVDE/LEDHETE

PR L NIV TDF ) L DHEALEI, EEERT
V) BEFHFEICL o TE LS EEAE
2, ELIHETIRES/ AEFIZOWT, B
TEM O BGEILRIT 2479 S LI o THEET S
TENTEL, PR L L, A REfET—
B— (BETE—EELE, v~/ 709754+
DNA, ESTEFIN L {fFbs) MDA IE
BEEREERNSBET A2 LT GESHET,
BER—F -T2 EREGR GESEEG)
FHELERLAZLDOTH S, Stk O/ER

ZRERGFNPLEE SNED, ZO-FES,
MRS N7z &r ) AEH % Gk EICEDT B
7D DEREERE LTHILVWNAEETHL. H
BEOET ) ABRFIVBHRENL LU 25, D.
rerio & A ¥ HIZOWTEAMEIBEPER SN, £
NoLNBED T 7 MEE (EiZke bE<TX)

& DIBHEVIENT b 5 5 17 (Postlethwait et al.,
2000; Naruse et al., 2004). Z DR THM@EK LIS
Xy EY T ENTZRIZTORIIES N TRz D
D, MESE & BEEO LB AR H T
DIEEDHALNTEBY, FOMHFRAH 5 IR-WGD
DHEEFLFENTWES, F0O%, T nigroviridis
BLUORATHOEY ) ADPEOHEESR (R
PR SN, pOoRBEELIIMNESITONT )
L DNA DEE ; T nigroviridis THI64%, A5 7T
#190%) TR SN Z L2 L o T (Jaillon et al.,
2004; Kasahara et al., 2007), PUZHE & BB O
DMFEEEF D& 4 DR EIZ7 /) ADNA LR
NWTEDLHIIIHFLTWLD) (WEMK) %,
E7 ) MR TR 5 2 EFTRRIC R o 72,

) L7ay )/ 2 BETORCFRELBICE
WTERELZLMAED 1D, ZERFI VT
=~ (doubly conserved synteny, DCS; Kellis et al.,
2004; Kasahara et al., 2007; Fig. 4) 78% 5. DCS &
&, 7 LEE R L TR Y O G gRIT
R3S OEIETEE (Fig 41281 A human) &3E
PLL7-BETEED, 7/ AEEERB LAY
D2 OO THESND Z L 28T (Fig.
412 B1F B teleost 1 B Uteleost 2). T DX 7%
DCSHEIBATE BT/ LA O, Sl Shizi
S5, EBEENT ) LAERERBRLZ LA
XEEND. Tz, ZEODCSHEBOY /b Loy
A% R D W T HB@ T T 5 2 LT, Bk
R ERBEEREA XY (55, e, EE
2E) , EREOLBHEEND o TR
(FHERT) 2L VEVWHEETHETAILHITE
b (T - H4, 2006).

FEROLD s AT FICED WAk
LAV DELE O ED S, MBS &5k L 725
DEEFEOLBRES ) 2INTOA FHizh 12
PO B EOREEEELTEY, FNLDE&TH,
7 LNEHE BR-WGD) 12 L - TEIL L2 2 EA9R
a7z (Fig. 5 @ [Teleost ancestor| %ZH8 ; Jail-
lon et al., 2004; Kasahara et al., 2007). 3R-WGD ®
%, BEFEOMLST/ 213 8 [ 0K BRE
(B0 DR, e, BOYRGEOEE) &%
BRL, N7UA FdHi-h 230024 HOREMEE D
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Ancestral chromosome

Tetrwm

. L
*no WGD *3R—WGD
R
G

)

: Rearrangements

\

/‘ll[ll NUN N b -

Human o KRN MEEH D 1VDD
&l IS |EmEFE D Teleost 2
well By
i a b i
z - e o = Teleost 1

KA S| WSESE IED Teleost 17

Human
%= Teleost 2
b
I Human gene Teleost genes

Fig. 4. Chromosomal duplication through the 3R-
WGD and subsequent evolution generating doubly-
conserved synteny (DCS) in teleost genome. Black
bars indicate hypothetical ancestral chromosome(s).
Dark- and light-gray bars indicate human and teleost
chromosomal segments, respectively, the latter of
which were duplicated through the 3R-WGD. Cross
marks (X) denotes loss of the gene. Generally, the ma-
jority of the duplicate genes were lost in one of the
teleost chromosomes (teleost 1 or 2) due to redun-
dancy (indicated as a), but were sometimes maintained
in both of the teleost chromosomes mainly due to
sub/neofunctionalization of their gene functions (indi-
cated as b). As a consequence, the gene orders in both
of the DCS segments in teleosts largely correspond to
that in a single human segment.

DIZE o772 (Kasahara et al., 2007). T DIREDS, £
DHEOEBHEOBEABR TR FNITE RS 2ELE
BT, BEFChENICREIRLTELZL
HIRIE STV 5 (Nakatani et al,, 2007). FERE,
(FBFHEEE T2 ) EFHOLEEHRED AR
X BEZE 128k { (Mank and Avise, 2006a), il 2 IE
T nigroviridis, X5 71, D. verio®/N7 104 Nd7z
hogBiEEREN21, 24, 25TH 5.
Tetraodon nigroviridis DR EIL21 L HF T 7%
WS, ZhU, ASHESIELABICREE 230

DY AREICRET L EHEENTWAS (Kasa-
hara et al., 2007).

FEoO L) RHEEBEOEEICLE T O —F
(L IR-WGD B & U"2R-WGD DIEFEIC b #H S
(Nakatani et al., 2007; Putnam et al., 2008), Z®D2
mD7 ) LABEEIAEBEOMPEL THRPITE S
T EFHELPIENS, E6IC, ERLAER
ok EHLELI Y bEREHE o T, EOHE
Teleostomi (MHUFEHE % &L PEESE + 4eliE) o
BHEOBI L £ DBROGELEL NV OE/BIE
WHESE /2 (Fig. 59 [Teleostomi ancestor] %
Z:B8 ; Nakatani et al., 2007). E[T3HOILBMHEIT
N7 FH7zn31 (b LEERLE) D%
fErFLThY, HEHELEFHO SRS, %
BORMTCRBEE G BERENRE 201,
3R-WGD % #&EA 3 5 sl o BEJEIL@A s T 1
A FE) BECEEHEE S DICEsTEHESN
TV A (Nakatani et al., 2007). ZDRBICEFET/
L, BT/ &9 IZ3R-WGD & A H O RHE
HiRR TR L, CORIIKBIREEMAESED
RN RG SNIDREBTEREICE > Twa. —7,
BEEFHELOBELIBEO NIEAFEERERED Y/
2%, G AR O R A 52 (Nakatani et
al.,, 2007), SHICIXBITNEEZRVELERL
TE2ZEDREEINTWS (International Human
Genome Sequencing Consortium, 2004). 2% h, E
BHEEDBELZZBROMBZED 7/ 21%, 3R-WGD
AR 5 &9 RIUEEERPEETL 5 LE
BERER L R0 olc—FT, KB EEER
O ETHEIL L CEATREESSH L. 20
TR L ZOEYFENERICOWTIE, RICH %
WO THRT 5.

HBARBETIEEEL (I3 was, TR
QY FFA7 0%, A7 4Ry, BIY
T A ) F T F 7 2 Strongylocentrotus purpuratus
R EOBEHEEWIC L D EBEE R SN EFEHT)
WMoy AERSERLTEY, Zho0fER%
EHTA5ZLT, MIRETHHLALI & IR-
WGD B & U 2R-WGD DIEFED T REIC L o 72 L B
% 5. Nakatani et al. 2007) 134 ¥ 27 LA RV B
LT A A LT F T ZDBEETEI /L
LTHERTAI LT, BEBYRBETHOS -
OH2 /7 0 AR EEEETHEE L,
o OREFREEFRICESVWTA TS, =7
V) Gallus gallus B £ U b O g 5488 4 35400
ICHEET LT b, £0fRr s, FHEES/
LR ONBERED, LBOBIN L REAFE
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Intensive
fusions

24 chromosomes per

Actinopterygil

Chondrostei

haploid set

Holostei

0000000
Teleostomi'(bony ___|
vertebrates) ancestor

31 or more chromosomes
per haploid set

Extensive inter-chromosomal
rearrangements and/or fissions

b T oda -
Sarcopterygii etrap a

Human

23 chromosomes per
haploid set

Fig. 5. The current hypothetical model of karyotype of the teleostomi (bony vertebrate) ancestor and subsequent
lineage diversification and karyotype evolution based on comparative genome analyses. Chromosome number (per
haploid complement) in the teleost ancestor was estimated to be 13 (Kasahara et al., 2007; Nakatani et al., 2007) or
12 (Jaillon et al., 2004). Historical model of karyotype evolution within Teleostomi is under Nakatani et al. (2007).
Karyotypes of human and medaka are under Ensembl database (Flicek et al., 2008).

BEDD, 2@OF /) AEBICL o TLDZHITH
BHENDZ & EFEIYICRT I ET, IR-WGD B
L U2R-WGD % BAFEICEEE L /2. ¥ 72 Putham et
al. (2008) 13, 70 FF XTIV FDOET ) LE
IR L TR bDFJ LA E DB T > T
By, 2@07 ) AEBICHETLLEZ LN LY
RIS R S RFEET A2 L ITKII L, IR-WGD
BLU2R-WGD DFELB IR - LTn5,

3R-WGD tEBEDY / L5514

ZZET, FHEYWOMIEIAET2E2S3
oy, LEHE (IR-WGD, 2R-WGD, B LU
3R-WGD) #%E & 2T gElDS, &7/ L7 —5D
SATICEDVTHRIE SN TELBEEEATE .
ZOETI, I9 Ly AEENEHEEOE
ICEDE IR A 7 b ES L LTEOMIC
DWTC, &< IZ3R-WGD EEEHET/ LA DFED
ML L OREISER L Tikam L7ov.

(1) CEEEDOEBHDSAI-EBEDY / L%
BiEECHESL L 724 ) A LRV COHALR g

o, EFHELNBZEOM T, BEDS /) Ll
BafE) BT E2og L Lot 4 X2 b
WHEWIZKEL ERZ - Twa I RSN
(Fig. 5). T2 bbLEEHTIIIR-WGD S, —H,
W TS  DRBAETREAS, FhEh0T
S LDEALITKESEEL TEWREEND 5.
ZDE) R oIS XY MK o T, MU
HEEBEHORM TEFNENEEREE - &%
TEER L7oBIZ TSGR L TW A REM DS ),
INBIE, WEE L EBHOM O, A,
IR, 17BN, ERMNEROEENTR L
LTEETHEDID LW, %8B, 3R-WGDIZ
Lo TEHLBETOEMLIIOWTIE, RET
LDFELCEERT 5.
TTIABRZZEIHDICEFHDO T/ 21, 3R-
WGD D I XA D O KR 7 et AR AR A
TR LD DOD, FOHBOEIBETIE, F0
Pt RS L CBRESNTES Ln
(Kasahara et al., 2007; Nakatani et al., 2007). Z®
L9 REEES ) AOBLIIEEE, EEEMNE
BV TEFEFRERCREOHETH LIFLITEK
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MREDEIZ &N 5 Z & (e.g., Hubbs 1955; Schwartz
1972; Setiamarga et al., in press) &, H<EELT
WHEOPL LMk, Thbh, BEEES LD
BEIELOBER THENEEL TS I &
b, AR s EE OB THREDD B4
BERRE LT WEW) WSS S, —FTH
B#ED T/ A%, #LOERE THEMAM TOHERE
RYBARTE TR DB LB L THB D (Nakatani et
al,, 2007), TDZDOICRRIED D HHEFE R TERL LIC
{VEWHTREDSH L., TOZEHPSNFIET
i, BEELERT, £EEB L UAEER RS
B AFRICELLT 200 Ly, 27202
DL, HETHRATORON 22T/ A
AT OMRICE DN DTHE. 20 L)
AR R Fig. SIOR LB BEGELE TV OMEDS
LE2ERENCEMTA-010E, 4%, L%
COFHEOLT /) LY & BT LT <
VEBHBIZAH . 7-& 2 1TNE R IH R T 385 O
Ty / ARFIPHFERS g (BFE, 17
TIROT) =27 )= VTHERELTWDS), MK
EHABTOBEPEEIRFE SN TV EH08H 5
MEIDPERETH LT, EBRDIER GRS
LA ENTEBLESSH, F72, BEOBEEREICD
VT DRED 7% JOEBIRNT L EEMFHEZ1T) ) AT
&, HBoOREEL LT, FHEYEEIIONTD
B OB R & DI FEAR T v 2 L
VIBE D, D7D, FEEYWEERETREL
TR FREFOERDECEZING, B, BEF
ML TITGBARNE T OB FTHY 2 AL L B
BB ESEEICEE TEATRELEBHEINT
WA DT (Naruse et al., 2004; Sémon and Wolfe,
2007; Hufton et al., 2008; Ravi and Venkatesh,
2008), LilREE, ZOHEDERICANTH
FHENEREESS.

ZHL-RELEDT, EFHEENEZES S/
LR FOHELIZ OV T OB L X 5I1ED T
W 72012id, 3R-WGDED R WEEIZoIE L7
EEZONBF AT IOy 2 (TR FEA
$) ®°, 3R-WGD B L TV 2 W LS80 (R
VT FNVAE, FavHxEH, 737, F—HA
$; Chiu et al., 2004; Hoegg et al., 2004; Sato and
Nishida, 2007) D&%/ LB 2 FEiHT 52 & T,
L0 DR R FHE IR ) AT R LT
WS ZERBEREZERDNE, FhitkoT,
3R-WGD T #ZER T B D &8 koM LD 7/
LADIREER, 362, HBEIEFHOERD
BIEREES L VERRZETHL2E 2D, A

By AEILOEFBEIHER ST THIER
5.

(2) MEEEEBRDY / LDER

BEESTH, EFHLNUBEOY / 280D
ZF L= ) —DERIZIDONT, B S
DEREVWREN I NTWwS, FF77EE b
BLU~I 20T/ LoEBERICIE, b
T AL, RO LABLTHANT T AL ST
YINIUAR—I—, BIUOHEY ORI EEL
Ta5—=rrv(a—FY¥LEEFZE{F>Tw
H—FT, BhEe=IADHS ) L%, KRABER Y
7 AEEMGIRTF, 74 718925k (WilE
ORI THEBT L4 TOREZHE), BLU
Wiy o B LCrSF v a— N 53E(E
F %% < b o TV 5 (Jaillon et al,, 2004). ZNHD
MO EEZEFOF — Y1y (FA—oE ik
b oMFEET) &, I TST A0BIE
TAHLY, HEnEE{mEshTB57,
ZOZ kX, MBI E L ERETHOL R
Ced—8A, BEFHLDHELAZBOERICL -
THMLTELZIEERBLTVA,

T nigroviridis BX A T H D4 ) AOFH T,
BEEREEWIEOMT, s Ba-Fa vy
HIETF ORFELHEFRR L0 E) PIZDONT
B DATONTWE, FROSDHTIE, b
7 7 & T nigroviridis D53 WE % #2400 5 4ERT (Jail-
lon et al., 2004), A %7 DOHKRE - JLERE O
I % %5 500 J74E-H (Takehana et al., 2003) & L CTHS
FlEACERE 2 H#Ee L, WABEICBT 2 EEE
(e b= 2AEBIO F—F oy I—FoOk
Boiw) LHBLTwWA. FoiE, EEE
DI DY T Ea—T 1 v TBETFOELHE
BEAREWEHER SN TBY (Jaillon et al., 2004;
Kasahara et al., 2007), ZIAIE LRI, Z0i&
WO, BB TUBEO B O AR
B OE N, BEEFEZITINEER L 723R-WGD D
B EHBSLTWE) TH ) EBREN, LirL
RS, HEEEREEOSEEMICEST 2RO
4015 (Yamanoue et al., 2006; Azuma et al., 2008; Se-
tiamarga et al., in press) T ERE T 5 &, FiBOFH
WIZEBEPLBEZITHAE,. BE%L, ThHo
Ay RITY/ AEERFIOSETICED
FIWZLIE, T T 5L T nigroviridis DI
7800 5 4EHI, X ¥ AFg - AbEFRE O S IEH
1800 HERT L RFED SN THY, ZFOHFEMIHE
2, BEEOBMGTEICGERE IMILE L REE
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LR EN D Z LI A (Setiamarga et al., in
press). ZO X HIT, EFHE L MUKEOEERETR
FI#LEEDERIZOWTIE, LVEEEOBE
TRHTHE R0 3 I FEACH N FE D W BB e HE W
7259,

EHEEELNUBEOT ) 205&0EBR T (trans-
posable element; DNA Wi 2NEHE#EE 5 T 2 A
R ve, BEESFEELFTREETAL MO b
T YRR D2 D) IZOVWTH, 7L
B b BIRIEWREN SN TS, T TSR
L LADREND, WMEBDT ) MMIEINLE
BETOL /= M) =P 2fkiIlEL>TwA T
EMBORERY, ECIKMNT TS AT,
LM MCREELRVWT T IV —ILEBT AL
FEMT YRR VD, FFAE-EENTVD
Z & AR L 72 (Aparicio et al., 2002). T 77D
7 B A XEEEO R THE /NS WEHIZ
ABZ & %EZET S E (Brenner et al., 1993; Gre-
gory, 2005), fMOEEED S ) AL, EEELF
Bl ba b v ARV UPFEHIIECETNR
Twa Wk . ERIZ, PITTT AL
RGN LOR O EOMBEEE (FhEh, 7
FBTIE38 T TR, RETITIHEREICELE
) & FNIC LB L7 Imai et al. (2007) 12 & AUT,
WEOERILH-AR40FIEEDH D5 E
(54%) D%, NI VAR L RLET T VAR Y
R EUERNTH o7 (2B, &Y D46% I b
777k AT O THEMD 2 VIR RS T
H5). TNODEFIOFHNG, AFHT /) LI
i, REICARGN TV RWERLE YA TOR
BEHIDPEENE Z EFEHFHEIN TS (Imai et
al., 2007). EHIFITMABRHIE, 7/ LD
A ZXDEPL T HEERLTY, FNO0R/#KE
B> Twb bl (flzid1ratasr s
27 ¥ a D Betta splendens; WH & b7 A F
7m0 63{EEEL ; Gregory, 2005), FNHD
) APEUEBRTFOL/S— ) —RESFEW
WERZAZLRTHICHNES. ChOHDE) %
EB RO L 7 5O LWEEA O AL,
WFLEICBWTIE, MEETOS 7 L0ELICE
E&kEEHEo TELMARESRBRINTYS
(Sasaki et al., 2008). ik L7-EBEFERN - R
HR R EBE T oK/, EFEOENL
CEDE ) HEERRITLTEIzhL W) RED,
SBOBEE LTRBANABEERY (B2 X de
Boer et al., 2007) .

3R-WGD s EBEHDZ&RE

T IZTI, EBESRELAIR-WGD E, EE
IR THEA SR L OBEIC DWW THERT 5.
ELXEBEHOBBOL M & OBREICOVT
i, INhETEL OMERLRRHICB W THER
ENTES F7:, EBENBOBRZRNSHIRED
B & 3R-WGD DR IZO VT, HEEOEE
Y AECHIAERE SN, BB
e Thhoodh b, FZTUTFTIE, 2
NED Py 7 2#OHh0EB 5T T Lo,

(1) 3R-WGD BB DEH DB

3R-WGD T & 5 EHEE T OREEHD, 3R-
WGD % #E8k L /- A COMGL 1 N> b
TIEL, CORREFHEOMBDOLHME L
5LV RBEARRE SN T WS (Vogel, 1998;
Meyer and Malaga-Trillo, 1999; Meyer and Schartl,
1999; Taylor et al., 2001a; Taylor et al., 2003). Z®
RFE, B LBETFOERBETHICENRL
A, EFMOBEOBEBENTELI E0b
RHEAREMEEDSE L, TOMFE, Eolbhet s
A &) % 2 (Ferris et al., 1979; Werthand and
Windham, 1991; Lynch and Force, 2000; Lynch,
2002) IZHEDWTWE, ZOEZRIERTHE, 7
J LBERICL o TERETFIEE TN, BERL
BT TFOERB TR 2 ELEZITHEETR
TSNS 50T, #RELTY/ AERIIED
{bafRE L, BERREEENSES L) HEN
b, FMMOEZELLT, 7/ LAEHIC
BEBETFOEBESN, 7/ LOBRENRTIM P2
RERIT 2 ERELZENSELZET, 7/
LEBERBRLI-EY 7V — T ORI 2R
AL L, HRL LU TESHAEIENT 572
Ay EVHEH LIRS N T3 (Crow and Wag-
ner, 2006). 2N S OREHIL, EEHOMELHEMEDN
3BR-WGDIZ L o THEMMLZZZ L2 BRTAHH DT
H5.

LLLahs, BFEFEFDIILALY DD
ZEEE O (¥927000FE; Nelson, 2006) (3, 1
HREETH L WEEHOMEE (3 27000%; Nelson,
2006) EEILTHEILLZWEREZ V. 4k
CEDBUEMDE % AR D T, 3R-WGD %
RERLEBEY, FSERT 5L RS A
BEREZREBRL T 2RWABEL T, EEHRE
FEWE IR TE R, LEBERNSICERTS
&, 3RWGDZRE L TV EHEEN TV
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THLZfE4E (Chiu et al., 2004; Hoegg et al., 2004;
Sato and Nishida, 2007) ORI, FEM PRV X
SICR2B (B TFFANE, FavFrE, 7
I7H, ¥—EHOBEARBIIAEHYS0H ; Nelson,
2006). L2 L, THRELBEOBLHMEIENL
W Bk, ALAETEED S H S T v B MR
FEBICANZBEICELTLOEH SNV
9 T3 5 (Donoghue and Purnell, 2005). 7B,
SEEHD LM T, 3R-WGD 23 LB BT
PEZICEEBENSVWEREHRTE R Y. Dk
PRETAHE, BEHEOBRE R & 3R-WGD &
DEOBEENZBREICOVTIISEMIES.
Venkatesh (2003) DIEH LT a@ b, Lk Ld
BHEICBWTE, ¥/ 2BEEESBREORRE
FRICOWTITEEIIRE SNEREES D).

(2) EBRABDYT / LOBHIE

3R-WGDIZ & BB nFOEHIT, EFELN
KD 7 L OFERIZTTIER L, EFENIO
7 LDOLFREIC D B R RIT LT E RS
H5. W% OEFEOL R L72RITIE,
3R-WGD ICHIR S 2 BHEER T, £hENhoR
MCHFRERN BT ZTCELLEZONL LS
ThbH, BEELLEGTOEERN (LT DL
ELTE, BETOHELELRILRICL 54
f& At (non-functionalization), H{&F 5 KA
RIS ST B B HEREDE (sub-functional-
ization), HEAEEML DR LR LI X AHHEREDIERS
(neo-functionalization) 7% & 2% 2 & 5 5% (Ohno,
1970; Force et al., 1999; Zhang, 2003), =D L 9%
EETE SRR RICEITT 5 2 LT, R
B OBEFREOEVIAEL, 29 LIEWDE
BHEIWRTHA REREOEENERE 2> TE
LHEEEYNH S, L LRDIS, 3R-WGD TEH
LEEEFDOIBOEDCSWDEEDD DI FH
RN EELE L TELZDODP LN T EIZDON
T, BEAEFEONT I o/, ZOME
1%, 3R-WGDPEBENDT / L DLZFMEDE]
HICEDBRERS L-0oPTHLMIIT AL LT,
TWANABETCHLEEZLNS,
FITHEHAIZ, EFHEHAE D rerio, 257,
A N3, T nigroviridis) D&Y7 /) LEFIT—5 &,
EEHORMB L UHEE D IKEN (Azuma et al,
2008) 122 LT, EORBEIZEY #A 7 (Sato et
al., 20092). #OFE T, FEEEFHIIEDSL Y
F T AEEO R S 7 U EERE, REE
AL ZRE D BIRE B X UWRE S 7 IVEER K,

BLOEBHICHELL Z VB A 7 VO4HE
HOBXREY Y AT LIZEBL, FR6ICBET
B EPMBOBEE (FICHILE) TRIMLTY
LA BOEOBETOHEMABEETE, BB
DT ) LEFIPHOHER L. &4 OBEFREIC
DWT, BIHEIC L BT % RN (Jobb,
2004, 2007) L &5 LA F—- Y EFERH LY T
Z—fEHEITV, 3R-WGD ICHRT 2 EEEET
rEWEBEETHRE L., ZOEE2S, 3R-
WGD IZHIRT 2 EEMETIE, EFE4E (D
rerio, A% 71, A 3, T nigroviridis) OIEHE
DT 7 LOFIST% (BE 5 {HF25—T7EE
FOBETFRIHEETS) 2 50T/ LAYR
Bahsz, i, INHD) BbORH61% DS, 45
UL L7121, SRR B2 TBIE S
THERLTELIEIRBEINT, IhbDZ &
"o, BELETEULICBIESHDIR-
WGD IZHR Y 2 BHEER TV, REFERIYZE
LA R TEBHEOBERN, AH, ARNLEHK
HOHBICEES L TELI EIEINL, 29
L72EIE TR RO SRS, 186 TIRHZ A RERY
= F, BT S YR, RIS 5 R
BB, B SIS FE THMT LAEREDE
IO EL D EEEI L o TE AR D 5.
3SR-WGD E B HDOHELIT RIF L 2B DN T
SHICHEBARED AL, TTITR L9, 3R-
WGD % #8Bf L T WL 5884 (Fig. 1B) 1278
B UZHB o AR 24T ) S EDNEE B B 72
59,
BEHEONE TIE, 3R-WGDDERIZS 5125/
LEHE (B 2RBRLBROEHADP -
TV (Fig. 6). 29 L7-BEEHHEARTO/EKID
%, B LCEBLAVoS@EHEE TR -
LEZENLIDOT, a4 H, FXERNBOEL
CDORI, YrBOERM, BIUOAI T VH,
FURATAB, BFYVE, AXFHNERO—H
DFRFFETHRE ST 5 (Uyeno and Smith, 1972;
Allendorf and Thorgaard, 1984; Leggatt and Iwama,
2003; Gregory and Mable, 2005; Moghadam et al.,
2005). ZO & ICEBEOSRL R TR
WROPBI L, EFHEOENTIE, ¥/ 4
EESEBAEEICEE TV I EARBENS.
—THBE T, BEEEIRE SN TH LR
B RREO T —EIICBE O TR Ik
P, MEHEO#ILTIE, ¥/ 2BE AL
CREEHHTHHIEDREENE, 25 L
MEOERNPED L) REEIA S =X LDEN
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Polypteriformes
Actinopterygii ; : ® Polyodontidae (4N)
cHinopterys Acipenseriformes Acipenseridae (4N, 8N, 12 or 16N?)
I———Semionotlformes
L Amiformes
_ Osteoglossomorpha Cyprinidae (3N, 4N, 6N, 8N, 16 or 20N?)
Neopterygii Cobitidae (3N, 4N)
3R-WGD Elopomorpha | Catostomidae (4N)
Teleostei Clupeomorpha i V)
Cyprinifo —— agaridae (4NN
yprintiormes Callichthyidae (4N, 6N)
Siluriformes —@— < Heteropneustidae (3N, 4N}
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Perciformes —@— Channidae (4N)
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Fig. 6. Polyploidization events occurred after the third-round whole genome duplication (3R-
WGD) in teleost fishes. The tree indicate integrated actinopterygian phylogeny according to Inoue et
al. (2003), Ishiguro et al. (2003), Miya et al. (2003), Saitoh et al. (2003) and Azuma et al. (2008). The
interrelationships within Percomorpha is shown as polytomy, because the phylogeny has not been re-
solved yet. But, note that some parts of the percomorph phylogeny were reliably estimated in Kawa-
hara et al. (2008) and Setiamarga et al. (2008). The solid circles indicate the occurrence of polyploid
species within the lineage. Family names that contain polyploid species and their estimated level(s) of
polyploidy (i.e., 4N=tetraploid) are shown in the tips of the tree. The sources of the data of polyploid
species are Leggatt and Iwama (2003), Gregory (2005) and Gregory and Mable (2005).
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