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were investigated based on sequence variations in the mitochondrial DNA control region
and morphometric data. These suggested that geographic barriers, such as straits and ocean
currents, had shaped the population structures on a small spatial scale, the Tsushima Warm
Current being particularly significant. This may be related to the limited migration ability
of Okamajei species due to their small body size and habitat preference for shallow waters.
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NF T A HBEAERE ST, KO
F O 72 g JECIC PE AT, AR SR I T3l
AR (Last et al, 2016). Z D7z, AHMAMH
DITHEESNFE L, BRI /b U 7o s S Y
ElEN®dnEEZS5NS (Griffiths et al,
2011). EBE, REICBOLTE, W OO THI
BEMZETAZ NSNS (Chevolot et al.,
2006 ; Griffiths et al., 2011 ; Cariani et al., 2017 ;
Vargas-Caro et al., 2017 ; Ferrari et al., 2018). HAJE
I BT, TE 5 AN Okamejei kenojei,
R H I AN Beringraja pulchra, = L TR 7 A
A Bathyraja smirnovi DEMRIEMNH S I T,
of K5 B0 S 7 & O IE, 6 S gD S
7 & O EHIE D, EAm - TEREIIC B L
TeHIS SR 2 S % FERTH % Z L AREE
Ntz (ZEIED, 2019 ; Misawa et al., 2019, 2020).
AV HARZEE A /1 AT A)E Okamejei D%

< ORI H 200 m LR OFMHICERL, 2
360 cm U REH VY FLAHAFEDOTTIZ/NHD
I IW—"T"TH% (Ishiyama, 1958, 1967 ; £iJ5, 1990 ;
B 7 R IE A, 2013 ; Last et al,, 2016 ; Weigmann,
2016). TEVAANICEBWTIE, HARRELORE
BTN ZER R — )V Tk U I AR E DM AE
L, ELICKIREBE XTRIEEHERERD L
MEHETH ST EMHFH LTz (Misawa et al., 2019).
DT END, KT A XHWNELSBEIREIHIRE
MTHDT L, RiEEDIDWEBIROEE L ZITP
TNWC LR DL RHED, AR DL MM E
FERICRET AT MR ENS. £, L4,
MEAEORBICELUTEANSE0DDOHD,
EMHMEICH DWW TEHE I ZRET ST EHE
FLWEETNS (Domingues et al,, 2018). LA L,
A J& DAt O H AR JE A IS F5 1) 2 B IR IE DA
Hid7e <, MO Z =D ZNICHET S
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BEEH

BHRICDOWTE MBI ORMMNH B, AWIFETI,
E I U H ANRO. acutispina, X X I 71 ANO.
meerdervoortii, Y XV 77 AN O. schmidti D 73 17 15
HIEIFME LIz ) I HDE (Fig 1D, 2
k3> RV 7 DNA Qi (mtCR) Z X5 &
Lic@ izt e, WOz BT LT
JEREfRIT I 5, HARBIMKIC BT 24 1 XA
BB OEME DR ZHL ML, ZTDEK
THRICDNWTHEH L. EHIC, HEITNEEH
HALICDOWTEIES L.
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Fig. 1.
sampling site. Numbers indicate number of specimens used in mtCR / morphological analyses. Dotted lines indicate
distributional area (after Ishiyama, 1967 and Last et al., 2016). a: O. meerdervoortii, b: O. acutispina; c: O. schmidlti; d:
O. kenojei. EC = East China Sea; YS = Yellow Sea; SJ = southern Sea of Japan; NJ = northern Sea of Japan; SP =
Pacific coasts of southern Japan; NP = Pacific coasts of northern Japan.
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7z (Fig. D. £, Eid3HEEa® s hAXRELL
3 % 12HIC, Misawaetal. (2019) DT —X L v
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Sampling sites and number of examined specimens of four species of Okamejei. Each symbol represents a
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DAL, EHARTER (TERSFLE), BX
ORI R (TERBELIL) O 6 I X
nlle. =8, BHtIazvEo,r/yva
TV Haustorioides japanicus, JEEMEAEEHD =K
F > BT H Cottiusculus nihonkaiensis %Y. F 77 271
Petroschmidtia teraoi Tl%, BEEPLEREUEEHR &
L CTHABORME () LAtE8TRA 28RN
HFEMEEZE DT & (Takada et al., 2018 ; Kai and
Yamanaka, 2019 ; Sakuma et al., 2020), ¥&+5MEEA
DN TEESk A 28R e L TRECH
BB ENS BIAWE, Y5, 2013, 2018 ; i -
i, 2015), AWM TIE TN D O Z R &
U CHARMG & KR TN ZN 2 I X7 Lz,
AWFETEARII T « TEREMEATIC WA AR,
FRIRZH T80 (BSKU), HUARKZESREE K
FER T (FAKU), JE W KK & WF 2% i Y fF
(KAUM), BXUEIZRZEEYEE (NSMT) IR
FENTVDS [ AR AN R F i 17 itk -
331 & ) : FAKU 140897-140909, FAKU 141665—
141682, KAUM-I. 201, KAUM-I. 34231 ; A X <
A AN (HARW R 3 A - 8l {K) : FAKU
143617, FAKU 145366, FAKU 145391, NSMT-P
50616-50619, NSMT-P 50330 ; X X< 71 AN (7
HAKEFER @ 12 @k - 30 i 1A) @ BSKU 53396,
BSKU 53995, BSKU 59374, BSKU 63326, BSKU
98146, BSKU 98149, BSKU 110144-110146
BSKU 112325-112327, BSKU 112356-112357,
BSKU 112394-112395, BSKU 112400-112401,
BSKU 112658, BSKU 112885-112889, BSKU
112896112897, BSKU 116601-116602, FAKU
137248-137249 ; EI U A AN GRFE - 7 {4 -
14ff f& ) : BSKU 20205, BSKU 32665, FAKU
140539-140541, FAKU 140675, FAKU 140913—
140916, KAUM-I. 35895, KAUM-I. 35983,
KAUM-I. 36014, NSMT-P 64981 ; £3 7 /1 AN (H
A e FE EB 21 & - 31 & ) : FAKU 38744
38745, FAKU 57850, FAKU 57853, FAKU 58207,
FAKU 75201, FAKU 77127, FAKU 138903, FAKU
111488-111489, FAKU 140687-140140691, FAKU
140692-140696, FAKU 143126, FAKU 143618,
FAKU 144142, FAKU 144977-144979, FAKU
145368, FAKU 145393-145394, FAKU 145397,
FAKU S90, FAKU W429, NSMT-P5774 ; €37 7
AN (FHARTFFR -0 fEEA - 3 k) - BSKU
229, FAKU 34796, FAKU 101229 ; V<V 77 A (B
HAKEPERE, fOOREE LI @11k - 25 i)
BSKU 1563, BSKU41656, BSKU44501, BSKU

52050, BSKU 53602, BSKU 57343, BSKU 57777,
BSKU 58466, BSKU 64530, BSKU 76384, BSKU
110873, BSKU 110890, BSKU 112252-112255,
BSKU 116198, FAKU 34742, FAKU 63263-63264
FAKU 111499, FAKU 121903, FAKU 137595,
FAKU 143981, KAUM-I 14153, NSMT-P 79671 ;
WV AAN (F HAKRTEDE, fFEELR
418 14 - 518 £k ) : BSKU 110176-110177, BSKU
110185, BSKU 117399, FAKU 141256 ; I & > 71
AN (H T 31 B - 29 A 3 - 10 A -
7R BAHERE S - 28 1A - 36 1K ; HAME
L0« 46 1A - 36 fE{A ; B HARKFEERE, K
B 24 0K - 27 0K 5 B HARKEVER, SN
Fo LA - 8 MR 5 B AREERE ¢ 54 K - 69
fE{A) : (Misawa et al., 2019 & S ) 1.

BT Misawa etal. (2019) DJFIEICHEL,
mtCR D7 ARSI 2 e Uz, K THi7z
ICHE LTzECHIE, INSDC (International Nucleotide
Sequence Database Collaboration) I ERE N TN 5
(AR I AN T LC464700-LC464731 ; EI T H AN
LC464747-LC464774 ; Y = U J1 A N : LC464732—
LC464746). O E > 71 A N\ IF Misawa et al. (2019)
THRE I NTHERS (LC386653-LC386846) 7
Az,

155 NI=IERECS 1E BioEdit v. 7.2.5 (Hall, 1999)
THE%E L, Clustal Wv. 2.1 (Larkin et al., 2007) T
TIARAY NelTolz, NTaZATREOKEZE
RZRINTaRA T 2w FT—727 13 PopART v.
1.7 (Leigh and Bryant, 2015) 7% FfJ > T, median-
joining IEICEHDWTHERK LTz, X 5IT, Arlequin v.
3.5.1.3 (Excoffier and Lischer, 2010) %= W\ T, &%
FEONTTR2ATEH), NTazA TEZEE (h),
BRZEE (0 ZXRDIZIEH, EEHEOBEEN
MeZFARB =BT, T TA R Ol HEE L
Tz, TS, FEREEHIC K> TRIRNTT XA T
OREEEAT <, WHE | ERERTER T e
5, "TuzA THOERERHZERT 5 Oy
HICHIA T, NTaZx A TOREDHEEET S
RT7 T A RXF i Arlequin Z WV THEH U7z,
RT7 T A R O fliF & U Fgp 1 10,000 [H D Al
Mz oRLTHREL, BNk PEICE, £
BHHRIC KD XA T TS —ROMAKE D
i, Y= ryv)bs RyT7za—E (Rice,
1989) Zir-> 7.

FeRERRET  TEREMEATIC AW T2 E K 70% T %
J=IELLIE50% 7Y 7a )7 iba—ic
RIELzb Dz Hviz. GHIEEICE DV EhE
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{Eve)

fetrcid, 13EHEE (2 (TL), A#E (b)),
iR (Ow), HmEE (HD), Rai%E (POB),
A2 (ED), WiHRRIFE (DBO), fEmEEE (VHL),
CHiYE (POR), &FiWiE (PNA), iisfLRHFRE
(DBN), 5 1 LRk (DBG), REHE (TLL)] %,
BB XU EHHEEIXZ N Z 7 Hubbs and
Ishiyama (1968) & Ishiyama (1958) I fit\y, %
NUNDIEBEIC DWW TIE Last et al. (2008) it >
TEHUIL 72, 2 s 0 13 B O MG %2 o 52
fal, W CORENERZHSMNCT S0
IC Past v. 3.21 (Hammer et al., 2001) Z W\ C, 4
GO L & OO 5 FFEIC )+
o3 7217 - 7z

5 R

BIGM O mtCR D 600 HE 205 & Lz
BGOSR, A5 AT A8 4 FAF 269 f#
I BT 67 FEFTIC 6938 O DEFEEFIHH D,
ZD 5 BIIABIUREE 4 FHTICHER S N
AKE4fZNZETNTHLNNT O R TEIZ
4-14, NI R A TZHEIL 0.6217-0.8191, Mk
Z 13 0.0013-0.0046 DEIFATH O, NI X
A TEZRREITH U THEREZRREMIWEZ R LTz

(Table 1 ; Fig. 2). F/z, 4fEOREHMTCEETIUH
ANDBILNZHED R E RN T AR E N,
IS LIicHB L, AERHANDEHAKTEE
FE, IEVHANDHARMEIE, mEHAKRTHERE
(KRR B X CHRIEK RO TIENT 1
2L TEREE, WHREZEEE BICE L RWEZ
RUTz (Table 1).

FERD O ELE B kd 2-30 L T, & LICE
JUHARNE YT I AN TIE 2 AL E & JE
Wi bhhotz, Kg4FHoONTazA T2y b
T =IOV, AR ARNOEHAK R
BRUA®YH AXROIUMNEFE & KIE O A
BEEDONTOZA TDOHEE LT (Fig. 2).
Xz, VU NAXOEEEED | ARG
BUREOMKENT Oz TG LD, K7
PEEED IEAREEERNTO XA T2 L
TWiz. 22T, X7 TA X O HIBX T Fy
OHEEITIE, W=V B ARNTRILOHEEZBEICHR
PECTKHIL, TEYHAXRNTRIUMNEF & KRS
ZXMU. £z, HRBEDIEY I ANICE
W, REXEBE SR E LTHItTNT 1
ZATOHEENHEIC R % C DRI NE.
AN OIS o B XU Fo i 5,
AR ANDR Y F i & HARMER M, a€>

Table 1.  Genetic diversity indices of four species of Okamejei

Species Area n H h T

O. meerdervoortii EC 17 5 0.7868 £+ 0.0590 0.0019 +0.0014
SJ 3 2 0.6667 + 0.3143 0.0022 £ 0.0023
SP 12 2 0.1667 +0.1343 0.0003 £ 0.0005
Total 32 7 0.8004 £ 0.0415 0.0046 + 0.0028

O. acutispina EC 7 3 0.6667 £ 0.1598 0.0013 +0.0012
SJ 21 3 0.6000 + 0.0640 0.0012 +0.0010
Total 28 4 0.6217 £ 0.0662 0.0013 +0.0011

O. schmidti SP1 11 4 0.6727 £0.1232 0.0018 +£0.0014
SP2 4 2 0.5000 + 0.2652 0.0042 + 0.0034
Total 15 5 0.7429 £ 0.0895 0.0040 + 0.0026

O. kenojei EC 31 5 0.6989 + 0.0498 0.0016 + 0.0013
YS 10 3 0.5111 £0.1643 0.0011 +0.0011
N 28 6 0.6931 + 0.0625 0.0015 +0.0012
NJ 46 4 0.3101 £0.0836 0.0008 + 0.0008
SP1 24 2 0.0833 +0.0749 0.0001 + 0.0003
SP2 1 1 - -
NP 54 2 0.2013 £ 0.0667 0.0003 + 0.0005
Total 194 14 0.8191 £0.0137 0.0036 +0.0022

n =Number of individuals; A = number of haplotypes; & = haplotype diversity; = = nucleotide diversity. EC = East China Sea; YS = Yellow
Sea; SJ = southern Sea of Japan; NJ = northern Sea of Japan; SP = Pacific coasts of southern Japan; NP = Pacific coasts of northern Japan.
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O. schmidli
H=5
h=0.7429

acutispina
H=4
h=0.6217
n=0.0013

10 samples

o’
; oYs
' O. kenojei esJ
V= ONJ
= 0s191 osP
! : ospP2
K _=_0_.(20_3_6 _____________________ oNP
Fig. 2. Median-joining haplotype network and genetic diversity indices

calculated from mtCR (600 bp) variations of four species of Okamejei. Circle size
represents number of individuals, each bar representing one substitution. Black

nodes represent unsampled sequences. = number of haplotypes, # = haplotype

diversity, = = nucleotide diversity. Abbreviations of sampling sites as in Fig. 1.

a
Fsr ec sy sp d Ogr/Fg7 values
; fsTec vs sy NJ st sp2 ne O0.9-1.0
EC * %k st 0.8-0.9
o . EC kK kk Kk k% * % 0.7-0.8
Ys *k Kk k% * % 0.6-0.7
Nl 0.5-0.6
SJ sk k k% k %k k% * % 0.4-05
0.3-0.4
NJ  kk % * % *
b c L 0.2-0.3
rec su oot sp2 ser kx . * **  0.1-0.2
ST ST
EC * % SP1 * % SP2 W<0.1
* P<0.05
sJ SP2 % * NP k% k% k% *x* * x P<0.01
Fig. 3. @ (below) and Fg; (above) values among local populations of four species of
Okamejei. a: O. meerdervoortii; b: O. acutispina; c: O. schmidti; d: O. kenojei. Asterisks indicate

significance (after sequential Bonferroni correction). Abbreviations of sampling sites as in Fig. 1.

FAXD SN & Z OO 72 Fr o TH R
BN e R E Nz (Fig. 3). &<, X
XA ANOM HAKFEEREER, a8 AN
DKBEEH B X CHIEKEERERIE og D
0.6 LLLE, Fghb 04Dl EEEmOEEHNMEZRL
oo 5B, EIAYHANDOEY FUEE HARWGR

M, TV HAROHRY i L diEkEs X CHA
R & A AL Tl Oy D B I A E AN
IRENTE 212D, FalETREERMEARE
Nz, chix, chsofifkh st EniznT
02 A TOHEEICEEREEANDZEDOD, NTO
ZA T ORIz EHEIE N S,
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Fig. 4. Scatter plots of principal components 2 and 3 (PC2 and PC 3) based on 13 measurements
of four species of Okamejei. a: all four species; b: O. meerdervoortii; c: O. acutispina; d: O.
schmidtiy e: O. kenojei. TL = Total length, DL = Disc length, DW = Disc width, HL = Head length,
POB = Preorbital snout length, ED = Eye diameter, DBO = Distance between orbits, VHL = Ventral
head length, POR = Preoral snout length, PNA = Prenarial snout length, DBN = Distance between
nostrils, DBG = Distance between st gill slits, TLL = Tail length. Vectors indicate factor loadings
of each measurement. Abbreviations of sampling sites as in Fig. 1.

FREfRT A AT A)E 4 FEEET 361 fE{AD 13
FHIEEICH DWW 5 DD ER D THICHE VT,
1 ERTDEHFEGHRIZ 96.7-985% L@ oiz. L
L, TORTAMBIRITRXTORETIEDET
Ho, TNHRVAXEREZLEDLEEZ SN
fec b, B2 B3 TR ERLE (5=
BZFNFN07-1.5%, 04-1.1%). 4 FZ &L TR
DM OFER, YRUAARNEL ATV HARDT
RS AU AR & BRI D EEL, A XS ANE
EATHARD 2 filZ Ty hOEENHZEDD,
B2 B3 ERDICBNTHET S EAD RS
N7z (Fig. 4a). WFAMEIEE 2 TR TE, BB
B MR, 553 ERIEIRE, AEMEB K
URHETKERMETH o (Fig. 52). F/z,
T DI DOMER, EI T AN (Figs. 4¢, 5¢) 7
Fr< 3 M TR CORRNERND 2 LD
REENTZ, ARXIHANDE 2 XKD TE, H
g, HAWES XU HARREERED 3 T

ITNENDET ZEANSA SN, TORTARE
X, IRFE, LRMEBXUTRIIMETAKE &z
U7z (Figs. 4b, 5b). YU A AXNTIEEEN D
Mr DGR 7Z2E 1 U TR OHEE LI & RO H AR
KVEPEEZEAILIEET A, 82 ERICHNT
o2 THHET ZEAASN, TOKTA
ff IR TR EEMEZ /R LTz (Figs. 4d, 54). 3
EVHANTIE, HY i, HAREHEBBIOH
AHILERD 3 O oy MIKELEER TS
DD, ZTNUNOWETIEE 2 B3 ERDICB
WTENZFNF L FAHEEDASNT (Fig de).
KB R IEE 2 R0 CRIBRWE, HRiVIE,
SEIE, BXUHE 3 EkoE, R mARHEEE
TREXMEZERLUIZ (Fig. 5¢).

z £
SHBIE B LIRREMRITOR RN 5,
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Factor loadings of principal components 2 and 3 (PC2 and PC3) based on 13

measurements of four species of Okamejei. a: all four species; b: O. meerdervoortii; ¢: O.

acutispina; d: O. schmidti, e: O. kenojei. Abbreviations for morphometric characters as in Fig. 4.

AWFFETH WA I AT A8 4 T LT Ol
HEHOMEDNEETD o ) AXI AN T HY
T, HAWEMEE, MHAKRTEHFE; €EITHA
N HYT W, HAEEE YU AAN D HEH
FELE, RHFPELH OB HAXN I HYF
W, g, HARWEED, HARMEILE, JUNEE,
KBiZ, #HACKTFEERE.

BEMZITICHBEWT, 046 LI Fq DA
BEMEND, XX HAROEY F 5L HAWER,
JF VA ANOFUNEFR & Z DR T IdE
W B fERR S e o 7z (Fig. 3a, d).
noik, BEMITICHVEEEN DG T2
TENHEREEZLEND. OBV HANIIDNT,
Misawa et al. (2019) Tid HA MO ES & L3
XA 1 DOHIHER & UiehS, RifZETIE 2
HHICKAI LTI LIz T 5, BniZERNE
Hont., £, EIAVHAXRTIE, FHAKF
PRI D SIEREMATFIC 3 A LMESNT, T

DUFFITINNT U T U EE A DAFAES B & 1
Mt TcERhot. UL, AFEORHALEE
INRICKB T 3REFETH S 5 (Ishiyama,
1967 5 fA ), 1990 ; =% - =ik, 2014), g
Mo DR OREEEEABNS. VY
U 7 AN DWW TUE RN AR Dm0 E DD
BIRH - PRI AR 2 E 8T 5 L, P EAE
N7z e UTH AR EFEREORETHEL
TeHIEEROFENEZ S5NS. UEDXIIC,
AJE 4 FRIC B TRIRNVZER A — )L T OEM R
BOFENRBE N, SBRI0ERYTI Y
Jxi15 T LT, A ERMENEETES L
EZAbNS.

EEDOAMEINEZ—>  KWFETH W 4 FDS
M/ SR =2 DWVT, AR HARREIY
HAN, DEVHANTHERINZXIIC, HY
Fitg o AU OE I F VIS LREIEELIT B T
AT LT, REPEMI O IE tho Hs L M h 5
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BEIEH

DEIEM - RN MEDHFE TH - 7= (Figs. 2,
3a,b,d,4c,e). TDT ML, ANETIEXEER
i & Z NN OO TAgimhd i < HlE E
SEEIETRIERERE X 721308, 2 WIEZF DI
RT3 EEZLNS. —JF, AEVHAXRTI
AWFFEDMFE TR O ENHNEEZ NS
WA, LEBDAOPEERT b oI
MR ENT, BNz e 2 EE N RS
HDO—DTHBuEMENEZSNS (Misawa et
al., 2019). WU A ANIFEEH AR FRICE
ST BN, 2EMTHINE T EHREEN,
TR SO ECHIE LAA IS & AT D 73 B 7 PR 9 % fa
SHhDHERNMNDZ EHMEINE. iz, YU A
ANE I T HANRD 2 FEIEHVERIEAE D A I
%50 (Fig. 4a), BIIGEHZMEDN R E N (Fig
2). JBREMICEH, Thb 2 MIXEHORELIK
X<, EEhRICEBICHmL, & DICEEMNE
ICE CIEM B AR TR RN Rz 59 2 (]
Z X, Ishihara, 1987 ; 3 J&, 1990 ; Jeong et al.,
2007). 2 FED E OB FIZ NN FICH B
& HEW X N (Ushiyama, 1958, 1967 ; 4 J5H, 1990 ;
Last et al., 2016), f F iR KRB D X 5 7%
JEHE 720 T <, 0GR & Bl &
2FEDMEICEH S LIcalREMEA EV. Thb 2 f
DORRICDNWTIE, 5%, XDl E R - B
REFNIZ I ATIC K > THGET T 2 08D D 5.

DED &SI, REfBHOENMEEICBE LT,
PBWEMAT—)IVTH5 T &, MEERSOWER
WEDORERZ T H g EINz. 2hbik
Misawa et al. (2019) OHEJl & —ZH L, KjEHHE
HNELC RGN C &, RiEEICER LT
HROEERZIFRTVC & EBHBICERT S L
FEZbN5. KB, HARE LM TENIRE D HE
EEN TS HHRINRBIFED X X ARNB X T
R7HZARDFER (ZEIEH, 2019 ; Misawa et
al., 2020) &ltigd s L, NUITHEZAEA4MET
KO MR ER DO EAHRENS. I HIC,
A 4 FE & FRRICRIEETH B A H 3 ANICH
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