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Abstract Hybrids of Rhinogobius biwaensis and Rhinogobius sp. BF were identified in
the ponds of Sento Imperial Palace, Kyoto City, Japan, from microsatellite and
mitochondrial DNA markers. Mitochondrial DNA analysis indicated that five of seven
Rhinogobius specimens had R. biwaensis haplotypes, the remaining specimens having
those of Rhinogobius sp. BE. In DAPC and STRUCTURE analyses based on microsatellite
data, all specimens examined showed intermediate status between R. biwaensis and
Rhinogobius sp. BF, the two species being considered to have formed a hybrid swarm in
the ponds because genetically pure individuals of either were not found. This is the first
report of recent hybridization under field conditions in Rhinogobius fishes from Japan,
confirmed by nuclear and mitochondrial DNA data. Hybrid Rhinogobius specimens from
the ponds had 5—17 predorsal scales, an intermediate range between those of non-hybrid R.
biwaensis (0-6) and Rhinogobius sp. BF (11-20). However, in appearance they were more
similar to R. biwaensis than Rhinogobius sp. BF, having bluish-white distal coloring
anteriorly on the first and second dorsal fins, a reduced reddish longitudinal band on the
anal fin, and lacking yellowish dorsal and posterior margins on the caudal fin. However,
they differed from R. biwaensis in having a narrower white posterior caudal fin margin.
Further morphological differentiation of the hybrid specimens was not apparent.

*Corresponding author: Imperial Household Agency, 1-1 Chiyoda, Chiyoda-ku, Tokyo
100-8111, Japan (e-mail: seiken-ikeda@circus.ocn.ne.jp)
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BUE IO & 38WT S TR 8 72> TV
. HEoTCTOMICHERT B I Y /R BN
[\ 1T5 T 2ldEZ SN0, EidDIEE i -
WATED 5 8 - ROV NIC IR —K
L&V,
SHERDEBMIRA LTI, ANAMWBAIHEST
voay/RY, yxelLIy/RY, bwIay
/R DTN EC TR T EHNRBEINT
W5 (BAK - fFE, 2010 5 8AKRIED, 2010 ;5 A
FA, 2012). £/, MIEFTWE, ThH538ED
I BN DO DHAEHLE TIIREARETH S T
EDERENTNS GERIZD, 2003 ; 85K - 1
F, 2010). D, (ABEFRFOMICAEERT 2
v/ RV EREHE, RMICHKT S L0V AThE
ENEZ SN,
SEBEIBEMNALIE 3 5 RES AL S & Z D
WIC s 2 IEENEE - B I >/ R B
LT, evay /Ryt yxel 3y /Ry
MhHsd. eUIv/RI)BEEHEEGETHD, ¥
el Iy /R =ER, ZEE, bRt
i, KB, SRS L SR & R D 2%
VLW MM, SR L) 3R &7k
A L CEIG, 2018), RUESARMILEE A, 5 & R
BN D2 (HHIED, 2007 ; BREEE, 2013).
X7z, EBEMICIEMNE &AW & O TRz
19 Fo3¥ /R (KETHEDE 1 HigENE <
TEHEFEORD MERLTWS CFIE, 2018).
FAR G M AL S X KRG DR T H %
M, 1890 FFICFEAR L EEWHI/KIC K > TEHE
WD 5 OEKBMTONTVS (R - K&
1991). EEEMHE/KIZMABEHROMZIECH, F
LA T E R 0% < OREMDKFEE LT
LRI SN2, —HTIREEMERO AN
BALERLTWSZ EDHERINTNS (B -
A, 2003). DD, EBEFOMHmDO I/
AV A, sEaItdice L L AERL
TWialgEtko b 2oL Iy /R &, BE
WEKIC K> TEASNIEAREEDDH LT TV
JRVFEREFEFYIY IRY FEBWE Ond
N D 2 RZHICHKT 2 L VI RFIHEZ S
n, RFFRTEZNZHEET DI Fav R
)7 DNA (mtDNA) BXU~X A7y 7551k
DNA Z W I BN o zir-> Tz, 51,
HHERT T L BB Z LR L, RMDIERENDY
BRWR UK. &¥, ALCES, (20000 THY I
/R EINTWEEDNLIIX, BICETI Y
JARY, yxel3a3v/RKY, ATV /R

U, zaixnegRgiEnikzsy (HIIED,
2013), ZTNLAMCE I SICHBIFEREEN T
BAEREMEND D, S5 K O FEMAIZED BRI
MeEZ6NS CFEIE, 2018). TDs, KRl
TIEFIE (2018) 96> T, b I Y /RYKEH
WMo LTHDT, EHROREZGHEE LT
L7z

MEE A E

REM (AT IE RARESERF IS ALE L,
A AE AT O i & FAE DV 354.8 m T AIKED
11 modti e, FPHEMD 399.5 m T AK
O 1.6 m DI A, THA 6.4-102 (F
79 mTTEIN45m, KED0.6-1.0 CEH
0.8) m OIKFKIC K DHEFEL TWD (Fig. 1). iR
LARGTITIEHE D 5 O3 Ik MRS T T v 7z A,
1891 S 5E R DI 7K B 35 K U 1912 4 I T
IKES IR S N TE L2 lIFkEIC X b, B
BEMHFKRD S DIKBEAEINE K5Ik U
IR, 2009). 1992 FEITIZIFT/KEDFEIEE N, %
DBIFIRIEFE TRA T BNz Rk D AL
ENTW3.

22X (EEROMTRES NI/ RVE
L, ARSI R > T TREME N B
2¥yvl a3y /Ry, eugay /RyE g
v/ RY (FEEWE) ZHViz. MIDNA O
BASNC K B Rkt oNEE LTI I 708
ZHOWE., SERIEGRIED —HZY 0 > T
99% L&/ —)VHITFEL, ABRIE—EHoNTE
R D E DX 10% R)IV< Y Y TREEL, K
By DFEAIT Mg & AR 9% T %/ — )VIEE
L, &RRINIC70% TR/ — )V FE LTz, LUF,
NGB RZN DT ORH, BRI &1
fERG /T O, X SHERT ORI DA, 7
B OBICHOIEART, 205 B E5EIRY
ORI, BEAOMRFEREZEH] L GERRAH
SR E EEERT O E T TRV, ik
T O & HERT T ORI AWz, AR
FET T/ RV B R AT b X
4+ Al I 8 AT o i (e i), BLIP201302817,
201305257, 20130919", 28.4-37.0 mm SL, 2013 4
6 A 24 H, B - HEBAEE 5 BLIP20130699",
201309207, 20140345-20140346™, 20140712,
20141469-20141473", 23.3-39.8 mm SL, 2013 4E 9
H26H, /Mk R FRBZERE. €32/
RV L WE IR TR O, BLIP20110651-
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Fig. 1. Location of the ponds of Sento Imperial Palace, Kyoto City, Kyoto Prefecture, Japan (a, b).

Collection site of Rhinogobius fishes in the ponds (c).

20110655, 30.0-34.9 mm SL, 201046 A 11 H,
B H & 4 - it B S R % BLIP20130495-
201304997, 20130697-201306987, 20130921
20130927, 31.1-42.6 mm SL, 201347 H 9 H,
M S « LB ERE W IR KRBT R#E
I H1SE ¥ PR S, BLIP20141256-201412727,
29.1-35.8 mm SL, 2014 44 H 23 H, B IEZ -
W R WEIRE R EEEWD,
BLIP20140525 *, 312 mm SL, 201446 H 17 H,
BEFEIEZE - WM 5 1 BR4E 5 BLIP20140560°, 26.6
mm SL, 2014 4F 6 H 20 H, BEERIEZ - WAE 1
¥ £& ; BLIP201407147, 34.5 mm SL, 2014 £ 4 H
21 H, BEEIEZL - WA FRE. xer3ay/
AV IR ST H T EZ - PR
BLIP20130928™, 20130930", 28.4-37.9 mm SL, 2013
9 H29H, BuARAGZERSE ; Fud IR S i ks i
76« ) 32 )1 A T i, BLIP20151001-
20151005, 34.6-41.7 mm SL, 2015 4F 10 H 5-6 H, #il
o BIEREE 5 T R o= v P AR R ET ST - 3l
7L5F, BLIP20100370-201003727, 20100377-20100378",
291-358 mm SL, 2009 4F 7 H 26 H, THBERRE ; &
RIRZ B T - 22 B SENE, BLIP20141062-
20141063, 20141941-20141945", 20141946-201419537,
222-383 mm SL, 2014 4E 10 A 30 H, $#AKHFZ - kK
e Iy /Ry (BEEEWE) © WA
i L BEREMT A58 1], BLIP20130911-20130913,
20130915-20130916, 35.7-44.1 mm SL, 2013 47 H 9
H, MHEES - I EGRE Wl RS e i
Je (EE B W), BLIP20141221-20141225, 20141227

20141228, 27.8-41.6 mm SL, 201348 A 18 H, #
AAF 2 BR% WE R & B 4511, BLIP20141229-
20141230, 34.7-425 mm SL, 2014 4E 4 A 20 H, &
72+ AT ERER § WA IR R iR 8 o YR58 ) 1,
BLIP20141237-20141246, 27.9-40.2 mm SL, 2014 4E 4
H22H, EEIEE - BmEFERE. d7570\8
FIER LR AR EAR R ARHT < U, BLIP20121201-
20121203, 26.4-322mmSL, 201246 H2 H, &
IR - WS - /NFEERE.

BEENDH AHEREI S /R BT
ik, €3> /RY 29 ik, >~elI¥ /KR
V12 filfk, vy RY FEEMIFE) 24 fHAIC
DWW TCEEFEMN N 21T > Tz, 99% X/ — )V
W AR TE U 72 4 £ O — 55/ 5 Wizard Genomic DNA
Purification Kit (7'11 A Aj#t) 72T DNA Z it
L7z, L15924 (5-AGCTCAGCGCCAGAGCGCCGGT
CTTGTAAA-3") (Kocher et al., 1993) & H16498 (5
CCTGAAGTAGGAACCAGATG-3") (Meyer et al.,
1990) DT T A< —+t v FEHWVT mtDNA kT
AT 7 —RNAP H & iR 2 PCR MEIE L7z,
#5 M7z PCR pEY)7% ExoSAP-IT PCR Product Cleanup
Reagent (V—E7 1wy —4) ICK->THRLIE,
BigDye Terminator Cycle Sequencing Kit ver. 1.1 (¥ —
ET0v ¥ y—) BRAOTY—I TV ARGEITV,
ABI 310 Genetic Analyzer (V" —E7 4w/ ¥—4) I
KO REYEPE L. B5NRANICHEDE,
MEGA7 (Kumar et al, 2016) =W CGRBEE &S
KURLIEIC K> TR ZHEE LTz, SBEE LT
IS0 EZ AW ERE & T Kimura
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2-parameter £7)V, UL TIE HKY £7/VZHW,
F ¥ 71E Complete-Deletion & L7z, %7 L —FRD
SFFPRIFT—F AT T (10,000 D 1C&k>T
RUTz.

I/ RNVgAFETHREThTVwAE~Y A7y
774 I DNA {5, Rhi-2, Rhi-3, Rhi-7, Rhi-
8, Rhi-9, Rhi-10, Rhi-11, Rhi-12, Rhi-13 (Ohara et
al,, 2004), kibara05 (Koizumi et al., 2015) @ 10 HE {7
% F W 7z, Type-it Microsatellite Kit (77 %7 > #1)
KXo )LF T L w7 APCRZTL, ABI310
Genetic Analyzer (V' —E7 4 v ¥ —%b) Ic&DE
ETrHZHE L. BohniEis rHIcE DL,
MICRO-CHECKER 2.2.3 (Van Oosterhout et al., 2004)
EFHOTHEBEMATO XLV ILOEFEE AN,
ARLEQUIN 3.5 (Excoffier et al,, 2005) 7 FU T %% 8
FIDTVIVEL, T OiEEEOMRHE & BIgHE, K[
N RO T2 g NIz, EHEEA IOV T,
Rhi-2, Rhi-3, Rhi-7, Rhi-8, Rhi-9, Rhi-10, Rhi-11,
Rhi-12, Rhi-13 OFMEAH TR B ENENT LAV
HEINTWS (Oharaetal, 2004) 728, kibara05 & I
LR PENL E DRI TORFMNI. ZDI%, MatSea
R (R core team, 2017) _| T adegenet 2.1.1 /3w r—3
(Jombart, 2008) {Z& D Discriminant analysis of principal
components (DAPC) 7341 (Jombart et al., 2010) Z17-
T, REEERPNINDDI S AR NBN 7z
A N jz. JIC, STRUCTURE 234Y 7 b = 7
(Pritchard et al., 2000) 2 W TEEADR Y 5 A 22—
DR EMERZ KD, A ORI 257, 77
Br 1 1& Admixture Model % F , Burn-in & MCMC
ZZNFERN 300,000 [E1E Lz, 10 [BIOT 22170, #
7% CLUMPP ver. 1.1.2 (Jakobsson and Rosenberg,
2007) I &> T & ThH 5 DISTRUCT ver. 1.1
(Rosenberg, 2004) THAM U7z, 3 MEF A4 D HHE L
Vihi and Primmer (2006) IZHEVY, EDEANDIFE
RS 09 ZHATWHEEISMHEAE LTz, EHIC,
NEWHYBRIDS ver. 1.0 7 b7 = 7 (Anderson and
Thompson, 2002) (Z XD, MR SSHESS 1 114K
THsh, ZHF 2 HRLBEIIRLRMTHS
Nz

CREFMA CUIv/R)eyxel Iy
IRV DM TERND % EMETN TS EE
w77 % @ E1 % & Takahashi and Okazaki (2002,
2017) ICHE- T, 7UYY VREOE, KEILU
T7VXRY U7 IVa—)VITREL, FIRBEMSE T
TIiT-o Tz, FHCIR@EATEI >/ R B
7 12 ik, €T3 /R %z 34 ik, xel
v/ Rz KA. RO LRI DON

T, EEFREI Y /R @ k) &
eIy /R k) BRXUOBRRRRED
L3Iy /RY QMK IDWT, HEDERERE
DRz R Lz,

& ES

MtDNA St BEAKICDWT, 3R A
D & LTz 474475 SRS OBLYI DR IE S N iz
BOENEERSIEHADNA T — XNV T
(DDBY) T &% L 7z (B &% & 5 LC435271-
LC435345). HREABIOBE L, EEEMS S R
HEETREL BRI TT®, UFTIEFEI
RS BTE T ORI DOV TR S, SERERE Ak
IC X BFRMME, KEL2DD7L—FRA, BIC
Sghindz (Fig.2). 7 L— KA GBS AL X
UREETOT— ATy THERIIZNETN
96%, 98%. LITREERICRDRT ) d w3y ./
RY ESEWE <l Iy /R ok,
JL—FB (7—FRA LTy THERI9%, 99%)
Fevay / RI)oefkzEA TN ZL—
RARYTI7L—FRAl (T—FRA LT THER
61%, 64%) & A2 (77— HF AT v THER T71%,
62%) IZohh, ALt I/ RY ORIk,
A2iFv~el I3y /R OeEEEELTHE
A2FEHIIC, BEAREI LIV /KRY
(A22) (7 —PF R T THEE I, 99%) &I
FER Mk RES<e LIy /RY (A2b) (T—
AR T THER 94%, 97%) DY T 7 L— RI
SNz, ARAEFEI > /R BRI, 78
Arh D 2 AN 7 L— K A2alc, 5{EAEN T L—
FBIZEENT.

478754 FDNADIF bo3av /R
U (BEWE) ORU-12OBRTXIVT U ILDTE
FEDNRE X NI, MMOEERE - BB TIEFRD 5
Nixhoizizsd, LIEDODHTICIEE TOEEN Z
U7z, kibara05 &, Rhi-2, Rhi-3, Rhi-7, Rhi-8,
Rhi-9, Rhi-10, Rhi-11, Rhi-12, Rhi-13 D 7% & {i
& ORNCHESAA IR T N o Tz, Al
FiEE > /R B EEOTE 7 ) )V ald 4 2.11)
FEMNEERERZ. UFRC), FEaNTu#Es
FE DBIEAE Ho 1 0.643 (0.280), FENT oS
O HATFE He (X 0.581 (0.243) THoiz. bv
I/ RY (BEWME) Da, Ho, HeldZFNZ
11103 (8.72), 0.601 (0.246), 0.608 (0.315), ¥
73y /RYDa, Ho, HelZZFNZFN 7.1 (5.90),
0.637 (0.280), 0.503 (0.372), ¥~ b L I¥ /R
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Fig. 2. Neighbor-joining (NJ) tree of Rhinogobius fishes from the ponds of Sento Imperial Palace
(expressed as Rhinogobius SIP in subsequent figures), R. biwaensis, Rhinogobius sp. BF and

Rhinogobius sp. OR “Toyoshinobori” (from Lake Biwa), based on partial nucleotide sequences of the

mitochondrial control region (474 or 475 base pairs).

The NJ tree was constructed with MEGA7

software using the Kimura 2-parameter model. Stars, open squares, open diamonds and open circles
indicate Rhinogobius SIP, R. biwaensis, Rhinogobius sp. BF and Rhinogobius sp. OR (Lake Biwa),
respectively. Bootstrap support values of NJ and maximum likelihood (ML) analysis are shown for

major clades (left: NJ, right: ML).

) MDa, Ho, Held = 1L & 144 (1.17), 0.508 EE), Y~el Iy /R GZEEMLIKSR
(0.206), 0.637 (0.202) T¥H > 7z. DAPC 0 T M), oIy /Ry (BEEME Hhokiko

BREEN 4 DD I AZ—ICHIFb5N, TNF
NEUy3av /Ry, ¥yl Iy /R (BEA

TWiz (Fig. 3). Fig. 3 IC R TmR U P Al & PR
FEI Y /R ERBEHOREREZ, MADY I AR—
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R. biwaensis
® o
(d
[ ]
. P
@
siP \u Rhinogobius sp. OR

[ (Lake Biwa)
Rhinogobius sp.|BF
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{ ] DA eigenvalues|
Rhinogobius sp. BF

(Hyogo)

Fig. 3. Scatter plots of discriminant analysis of principal
components (DAPC) based on microsatellite (10 loci) data
for Rhinogobius SIP, R. biwaensis, Rhinogobius sp. BF and
Rhinogobius sp. OR (Lake Biwa). Discriminant analysis
(DA) eigenvalues are shown at the bottom right.

STRUCTURE

mtDNA

NEWHYBRIDS

R. biwaensis

EOLBCkiFRL, vuay /Ry xel
/R CGREREFE) LoFICAiE L.
STRUCTURE Y 7 kW x= 7 I X % 7 #f T &,
DAPC i DFERICHE ST I ITAZ—HE 4 L L
rcA, rwav /Ry (EEWE), €U 3
v/RY, yxelLI v /RY (BRARE),
el Iy RV GLEBRMLIIDKRE) B2
NFNHIZZ 7T A Z—LixoT. RMEFED
/R EREOSMEKE, eU3IY SRy Y
b LIy /RY EOHRBNRREEREZ R LT
(Fig. 4). ARAMATE D >/ R J@ RO 28 4
KRNy~ LIy /R OBIENESRIL,
Fleyxelay /R (BREREE) &—HT
% & D725 7. STRUCTURE 73 #T Tl AT
Bwcevay/Ryekyel3ay /Ry (5
BREE) OB TRMENELT TWVWS T EHVRE
Ny, TNH MG E LT NEWHYBRIDS
VI M7 KB0MZ2iTolz. ZOE, il
W#EFrEI S/ R EgaEO 7 [ kiEET, €Y

Rhinogobius sp. BF

(Nara) (Hyogo) Rhinogobius sp. OR
/ (Lake Biwa)

Fig. 4. STRUCTURE analysis (upper panel) based on microsatellite data (10 loci). Vertical bars
represent individuals and probability of assignment to each cluster. Green, blue, dark blue and brown
indicate R. biwaensis, Rhinogobius sp. BF (Nara), Rhinogobius sp. BF (Hyogo) and Rhinogobius sp.
OR (Lake Biwa), respectively. Mitochondrial DNA haplotype (middle panel). Colors as for upper
panel. NEWHYBRIDS analysis (lower panel) based on microsatellite data (10 loci). Vertical bars
represent individuals and probability of assignment to each hybrid class. Green, blue, purple and
orange indicate pure R. biwaensis, pure Rhinogobius sp. BF (Nara), their F, hybrid and F, hybrid /

backcross, respectively.
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Iy /RVeyxelLay/RY (BRAREE)
& DOHEE 2 RLIBE E 72 I3 UagE L HEE S
7z (Fig. 4).

FREZFH M I IERT 7 WL - R E S >
J RV BRI ST T, oL T
Co a3y /RUE 0K 31K, 1R 2 fEik
MM 1ETH-. Y~ I3¥ / RUIZ
1120 KL TH o 7z (Table 1).

IR E I >/ RV RO LMD BE
(Fig. 5a,b) : fiZ A EOTHBRIIFAMG. 1K
N 7-8 (DA ARG 1N D 5. 25 1 151E
R EADEEG, BICIA > TRIHB &R R
Ho, ThLOMITEHEOHIHEEE. 52 5B
REBEBEZOTICEADI S ABTHRE SN,
AR B AT TR fES Bic 1-3 ot

FEEOME RN D 5. MfERLE I d & s,
IR EOIEND 5. BEEIIRADN P> TEH
57, BEICE> THAR, Z0O N ek
fBEmhdH o, HdidEE. RBEERADEL,
e EICEANEL, AN EE, Fic
FE S OREHID 3-6 5], flld .

o3y /R OEERFOEE (Fig Sc,d) &
Takahashi and Okazaki (2017) DFguk & —EH L TV
fz. ERRIC, REAREEI LIV /R DE
RO Y (Fig 5e, ) 3w AEH, (017) DF
We—HL TV,

= e
MDNA 7741 T, AlAEFTES >/ R @

Table 1. Frequency distributions of predorsal scales of Rhinogobius SIP*, R. biwaensis, and Rhinogobius sp. BF. Numbers

in parentheses indicate individuals used for DNA analyses

0 1 2 3 5 6 7 8 9 10 11 12
Rhinogobius SIP 3(2) 2(1) 1) 1(1) 1) 1(1)
Rhinogobius biwaensis 31 (26) 2 (2) 1(1)
Rhinogobius sp. BF 2(0) 1(0)

13 14 15 16

18 19 20 Total

Rhinogobius SIP 2(1) 1(1)

Rhinogobius biwaensis
Rhinogobius sp. BF 2(1)

12(7)
34 (29)

10) 8(4) 53) 1(1) 2(1) 2(1) 1(1) 25(12)

* Rhinogobius specimens from the ponds of Sento Imperial Palace, Kyoto City, Kyoto Pref., Japan.

Fig. 5. Left lateral views of fresh Rhinogobius specimens. (a, b) Rhinogobius SIP (BLIP 20140346,
male, 39.8 mm SL); (¢, d) R. biwaensis (BLIP 20140714, male, 34.5 mm SL); (e, f) Rhinogobius sp.

BF (BLIP 20141063, male, 34.3 mm SL).
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FHICIE, Akickb eIy /KRBT Tk
47 (Fig 2027 L —KB) ZFOE0DL, v~
LIy /RUBONTax AT (Fig2 D7 L—
K A2) ZEDOEOMNWE. A 709554 b
DNA IZFED L oM T, B EI > /R
B 7 HKIEVTNE, EUI Y /R B
DEFL, el IY/RYHEROBEEL O
KR Llz. ThbDT eh b, MERMAES >
JRVBREO 7T kIR T, eIy /Ry L
eIV /IR LOZHAKEEZBNS.
ARE D (2003) &, KN TOEERICK > T,
voay /Ry LIy RIME (b
AV RVKEERIE LT EORTRENERIC
AL, 185N EARO TN LEZ S
NBZEEEFTHRELZCEZHELTWVWE D, XK
S FIX, HAREICB T Y I Y /R
VevxelIy /RN KREARETHE T %
RLTW3. 7z, BREBIETHS mDNA ILEH
WTRT Iy RUBDONT TR A T RO M
kBRI N &5, EARED (2003) B
Rl IV RV e LIy /R
DHAEDLEIZTTEL, HDOHAEDETOR
& ECTwWiT eI ENTE.

HAEDI > /R JEAFTIE, BEHiaiiHe
IIZIZRFEA B 59 2 KHIR S Rl A MViEL & T
Wiz EWRENT WS (Yamasaki et al., 2015).
F 1z, JBEEMEH > mtDNA O Hih 5, €U 3
v/RY,yxelI3v/RIRNT AT/
AV R EOIERGE - #AEI T RV B RO/
T, EFEONLABREIC VMR ET TS
AREMEAVREN TV S (BaK - mJE, 2010 5 83K
EA, 2010 AHE D, 2012). LA L, EDNA
& mtDNA HTic & 0, WHRE FTI ¥ /R
B Fa RE DT A D FR I S HE IS DWW THED AR GEHL 7 1%
L7zDEARMENDTTHS.

HHERT IS BT, MABEAE S > /Ry
B, vuay /Ry eyxel Iy /Ry
OHRRINEMEZE R Uz, U, A EmTeE S >
/R @D WO RS B &0 S R
OO RELFH LTV, REL, MM
KICBT 2 ISHERT A DO FE, BETHZE
Ay /RIBLUOYe LIV /RY L —EE
HL TV, TOREDHIC K > TR
ZHATAHLIETEEVWEEILNS.

AT E S > /R @fafe ey 3y /Ry
BXUuy~elL3ay /RY (REARE) O,
ETHICHOEN DS, T L& - BiE T -

FREEIEM A, 5 2 g N GICR O ESIN D B,
BHEICHE OO DD B, I B DR
mAE UL IIHTRN D 5, RiE I E b
N H B HE T T Wz, RAEFTEI > /R
JE B 1 I L 2 I E AL - Tl T
WAH D, BEOKOHIIRADE, BEEIER
B L, B BRIEEHADIENT & T, FFIC
voay /R UL UL, iR E
I/ RV BRI REN SO [ A DR
AN Z <, RigEINMED At DMLV RN Z 0D
voay /R) ERzok. —F, yxel3av
ARV (EEARE) X515 2 THEICE
B o e ABEN R, ERZRERBDNS
T3, BiEOROEZERADR, RBEEERH
Mg, B LR e BFIEEB DN TVBEHET
A EI >/ RNV gy Iy /RUH
HRBITE. LhL, RMEROLSE, ¥x
E DR EIRFBIC T AR E RN RE N T LT
I, ARWFZETIEBEICH W RN D
oD T, BEICX-oTETIY /R EUR
L3y /R O ZMETE S0 E S
miE, SHOFETH 5.

B - mH (2010), EARIEAD (2010) TR
(2018) T, HE#EAMEI el I3y RYD
NEHICEH SN TWVWARY. LHL, AHIED
(2007) FHE)IIT, EREEH (2013) TiE, HUARMHE
NN ETZENZThy~elL I3y / Rk
AL TS (W& by I /R REER L L
T). ThoDT eEBEZZ L, MOTHE
cr=elay / RUMNERMELUTERLT
Wiz, EEMHKD S OEKEIEZICA
HEFfrOMICEEMMS T Iy /RO
H, ZHNECTE VI AREENEZ SN S, &
WF%% T STRUCTURE 35 & UF NEWHYBRIDS 43 #t
TIAFEEFROMICBO TR e LIy
AV - BTIT /R - lFEROHES 1 RO
WINhE RSN oz Al E Ao
1992 LIRS ICIZ EEE W 5 DBk E I S N,
HiIRKIC K > TORFEKE N2 FHHNZRETH
5180, ZHMEAROHRTHICL, HEREEZ>T
WAHZ ERHEEEINS. v /R ERBICEN
T, BHERETS R TR DNA HTIC & > TRMES 2
AL MEREOFEEZ R LTIZDE, KREFZEH
HDTTH%.

=72 L, 8K - (20100 HMERL TV &
I, YRelIv/RVeeuay /R)osn
AT 2 T, HDTEX D HRDORHED
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FAELIZAREE S BEZ 6N 5. Thkbh, EEW -
TENIKRICBNTIE, BEMH/KDOK S NAN
IREMES LR EENNSW N LTI Y/
KU &, POyl Iy /R EOMTRE
HMPEC TV EEEZILONS. TNEMRET
B1e0iciF, 51, BEMEIKORLEZZIT T
BB E 3, FEAMhEicB s el
v/ RY T IR OSHHE LB
a2 T2 EBND 5.

Ohara et al. (2009) X, ¥~k L I3¥ /RUMN
i I 0 RN OB G R I ZE KX N T & BIR
LTW3., K8 Tsd, el 3av /Ry
BRI K R &= B EE & DI,
mtDNA S HficBNTEXYA 7 aY 551 b DNA
DRI NTEREMEAREN . BT PE S
v/ RV ERECAHAONS YL I Y/ RYD
BLMEZEIT, mDNAKBWTER A 70T T
T4 FDNAIKBWNTE, MIUIIKZRELD &4
BRI T EARE NIz, IAEFT DM
MOTyel Iy /RUNMERLEET NI,
ZNRBERANREISEWVEENRFEZ R > Tz
AREMERH %, = LIy /R CldHisic &
DEEIEVNHZ T LB RENTED GikiE
M, 2017), FERICHNEOSWEREN T EN
TWaETREINDD, FOEFPmAICHT T
&, DAL - aEN R RE R E 2
THEHBILTHORENDZ EEZOLNS.

| 22
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