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Endocrine regulation of reproductive cycles in fish

Michiya MATSUYAMA

This paper aims at reviewing recent information regarding the endocrine regulation of sexual maturation and reproduc-
tive cycles in teleost fish. Reproduction in fish, as well as in other vertebrates, is controlled by the endocrine system of
brain-pituitary-gonad (BPG) axis. Melatonin contributes to synchronizing behaviors and neuroendocrine regulations
with the annual and daily variations in photoperiod. Though many data on melatonin effects on crucial neuroendocrine
regulator in fish reproduction have been shown, little is known regarding the mechanism of melatonin action on the
BPG-axis. It is clear that the major regulators during sexual maturation are the GnRH, pituitary gonadotropins (LH and
FSH) and sex steroids. Recent studies, however, show more complex endocrine regulation; numerous circulating en-
docrine and locally-acting neuroendocrine factors regulate the various stages of sexual maturation and spawning cycle.
Moreover, some actors have entered the field of reproductive physiology. For example, KiSS system, found in mam-
mals, seems to be central to the regulation of GnRH, and consequently LH and FSH secretion in fish. The basic mecha-
nism underlying sexual maturation in fish would be progressed by using model species such as medaka and zebrafish;
however, in fact, the controlling system of BPG-axis depends on species specificity. From the viewpoint of fishery man-
agement, it is needed to clarify the reproductive characteristics including maternal effects on the survival and recruit-
ment of offspring in each species. In the final chapter, I am emphasizing the necessity to develop the captive experimen-
tal system of small pelagic fish to understand the change of reproductive characteristics controlled through the BPG-
axis.
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FEMNHEITT D, HERAKRZL EOINBERE B OHHRIE
B GE CRE SN, WIEMEY X 125D < PG H
a&é~hfﬁééh,anmwéaf%ﬁ¥Emﬁ‘
T35LE26N T35, fJHD BPG-axis IZ ¥ 1) 5 NG
WIS RS IR 2 HAEORBUI ZhE Clcgiidh T
B0 (&M, 1989; N A, 2000; Ik -}, 2002),
HEAERIZ DLW CEZhs 2sahizn, LaL, B
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DZ DB T HMHROERIIFL S, ThETORKE
T Lo N5 LOEENHS rZEhDD
b5,

BEHOATIZE T 2 AWML, £ X5 Oryzias
latipes X zebra danio Danio rerio (LI, ¥ 777 4 v ¥ 1)
BEDETNIEEM > 7R THEETZZ A TRIND
#* (Zohar et al., 2010) , BPG-axis O il fIFHE 136 (= & D
KHZERRETHY, KEFOEG» 513, NEMEIZE
AR AH S NI T A ENEHEETHSL I LTV &
Ty, KREGFEMRE OBIE TR S &, AREST
F—T—FD—DLh->T5 [BHERHE] &3, EINH
(1), pEORSE, PEORIEIE, ORLE, ONVE, & %W 3Bk E
ERIBLTHD, BRREEARR R4 L DS ER
CINA, BEOKRE, Fin, PEIVEREZ E ORI X
DB A2 S (S, 2010; KHI, 2010). ZHRHED
ZALIEBPG-axis # T L C & 256 SN TH D, BHRIFHED
ZALZ PRS2 LIS WT, AfLem, 5 Em e iines
& BN ISR O FRIE, T ho 5 OB IEIFZEIC I
RURTHDEHEZLD. TOOITIE, Gz % TEE
ET S FEMAENRE L MERBROMELSBETH
n, Bftbhvbhid, T XS LEE» 5~ 93 Scomber
Jjaponicus, 71 %2 FA4 I Engraulis japonicus, ¥ 7 ¥ Tra-
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churus japonicus T, FFAFER, PEUNGREL, HFHERO B %
BUEWMBR LML 2HERBCROARBICIND A THS,
ARG TEEFOEER AT A, bbb »ABIEN%E
LTWABYH NG EDIEMERALNSE, EDLS et
A CRIADEUR T TR & 41, AR 0 i 1 s s e
XN T B0 43T 5.

2. BOADBRATF

B T K13 BPG-axis D IO & & THIT T 5 A, FHEP
BRETEROMNIZ I 1F 2 1EMIZE, FIEOMR, BRI
BOWTEHHTRIFLAERMHOE ETH S, HFAHET
HIS 22 2T S HHEREREE IR, FHSOERINC X 5 2
JEISH OO R iRERS 2 AT U 721, SO B 2 BITEO IR 2
T 5.

21. XS b=

WA ICAE BT AIEFLEI ClE, Bk & KT h 1 TR EITE)
%kl T4 M A R H B ENY), HICRBITE AR T8
R HERE &, B % RS 728 O et 2 BRI R 713
HERTH 2562020, HIHO MR AR IMEEDOATH
D, MR TR 7RI 2 FHEG O 5 AR — tHIR T
IR % A SRR 12 X 0 28 X A% (suprachiasmatic nu-
cleus; SCN) N& AJJ$25 (Fig. 1). HARAX EAZIIRFLIE

@circadian clock; \ lightt «--- melatonin; <«— neural information

Figure 1. Photoperiodic and circadian control of neuroendocrine functions in mammals and fish (taken from Falcon
et al. (2010) with modification). In mammals melatonin feeds back to the SCN and acts on the pars tuberalis of the
pituitary and other brain areas to modulate seasonal neuroendocrine functions. In fish ‘?* in the brain indicates the
hypothetical presence of brain circadian oscillators (SCN and others). Light might impact on other possible photo-
sensitive and circadian structures in the ventral diencephalon (POA and hypothalamic area). In the fish retina,
melatonin is an autocrine and/or paracrine factor, which is metabolized locally. POA, preoptic area; SCN,

suprachiasmatic nucleus.
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DIRAEETO T, HAAX PR EKRICRIRT 2 HaE» &
D, OFEKD ) XL EFIHL TS, SERBOERIEZ
Z THER ST (circadian clock) DIHH EMA SN T, KK
TR & o THIIMOEEIEE A 6 22H U C T Z 72/ 38R D 2
HThIMEHE (pineal organ) NEIRZ Hh, MEHETIE
AT P2 VeV RIS RICE XA 51D, X7 b
= (melatonin; MT) 2 M) T 77 vhbtka =%
BTARENEA v F—LEKE S ORLEL T, IR
MilaTid, BHICHRX b2 SRt Eh7- 2 v 7 P L

VORI AEZT, X T PV ARERRT BEEEN-T
YFILIT VAT 2T —¥ (NAT) AifEshAT b=V
BEPTUET S, Lz2->T, A7 M=V widisiicsE
EHBNZACOEH 2 HR Y X4 %83, BRI H IS i &
N=x 7 b= VR, R I 4 — P Yy s Eh
&L 10, MTFEARDOBEKT (pars tuberalis) CH&AND
fhDFEHEIZFEF L, GnRHR LHO /3% HIfH L T3 &
ZZ5N T3 (Faleon et al, 2007,2010). * 7 =i,
By URY X EOEHEMEY & Y~ 5 EORH )
VIO U TIWDOER- A S 0, Bi#ETIE, X7 b
=V O 2 ROV A IS FRE B AERIC D, RE
TIEZOMIZAHD, ZOXIID, WHFLHO FEHBHZ I3
RAEPEET, HREBRS AT b= eI 457 4 T —
2 — %5 U CTERPIANEE X, B0EIC 51 2 R
EHlERILTNS.

FHIC BT 2 HZAEEL AT b=V MO R AT IHTLE
IZHAREEMETH 5. B TIEIR (M ; retina) & MHREK
O I H G & 2 ORFNCBE5-3 2 2 B RS T
% (Fig. 1). Yol =2 - & MR KL, 2h2ho
TSRS © H RIS & B O IE IR 12 & 2 BERHTEF (pre-
optic area; POA) N {nA 5 &[RRI, HFE (& & UZFEHI)
WlREZNTh AT b= Vs RIcE R A 5. I
B2 A7 b= vawid AL W (autocrine) & 5 WM
Syl (paracrine) T, HRERNTHREH SN2 28, MEEKRTHE
SNz x 7 b= V3t 2, BEEEO A T b
ZURFEREN U TTENRRICEH T2 E 26N Th 5
(Falcon et al., 2010). FJHD A 5 b = ¥ ZEKITIEMTI,
MT2, Mel 1cDH 724 TRdH D, HE, IO &I,
i Tk, EXN, MR, IEk, ZERERR, 62 & OEEEICAF
9252 EPME XN TS (Gaildrat and Falcon, 1999;
Mazurais et al., 1999; Kulczykowska et al., 2006; Sauzet et al.,
2008).

DO ERER AT 23 H T Db pE % & D
EINBEDE ZAWE M THROVA (Fig. 1), Zhbids
FFZVUAEBIZHEEAST A TH S Z 26 (Ekstrom
and Vanecek, 1992; Gaildrat and Falcon, 1999; Mazurais et al.,
1999), HRIZBIFRL M0 u#) 2 x 7 b =212 K 0 i
SNTVBHREEREW, A7 b=VviRGEhizY s T~
Z Oncorhynchus masou Cli%, W4 THEARND GnRH & LH &=

I3 L7z (Amano et al,, 2004), 72, Xx 7 b=V %
RTINS & 172 Atlantic croaker Micropogonius un-
dulatus TIE, KPR SR SN2 LHEZ WD L 72
(Khan and Thomas, 1996). #%ili$ 5 k512, MEHiXTH %
PSRRI 20 & BUR TEBIS 20 THAE T 5 ) < D2 Ol
faid, MR~ 7FF (GnRHZAE) RAKRT IV (F =08
IVRE) EFEAL, I NERAPS U ilsR A 5w LT
TIIRICE T B MR LT VEEEMaEGIEL Tnhs, Z
NEDZ Lid, Wiz GTHR TS K 206 T AR I
WA T P2 VIERATTEL TS HENE 2K RET 5 &
DTH5. —F, northern pike Esox luciusX® = ¥ A On-
corhynchus mykiss DI FIEIRIZIZ A T~ =V ZEIRPATAE
U, W PERIN AR % B 724656 92550 T & Bk T AR TonM
WA DMfER SN, TuF s F 2 (PRL) REEAILEY
(GH) DBMWHNZBIL T A T b =¥ ORI &l %5203 T
W3 ZEnHE SN TS (Gaildrat and Faleon, 1999,
2000; Falcon etal., 2003). A 7 F = »i FHEARD GTH 5
WEEZEHEL T3 Z 2R LEREEZRVA, At
lantic croaker T, ¥EEM FEKIZ AT b=V 2MA S &
LHOBEPMEEENEZ N5, 2T =Y Ol FEK
(235 % GTH O bl Bi N O FLAEII B 52V Rk E h T B
(Khan and Thomas, 1996). X 7 I = VX ¥ O F i %5
(CEREERN) DAL 63, NI 351 2 LR 0O 3
Fce <G LT3 EeEA5NS. #H (9L:15D)
B EUEH (18L:6D) {2 A 11 72 European seabass
Dicentrarchus labrax DHET, X 5 b =V & K FdA b B -k
JLE Y OIMHRE O HEZL23T RS N7 95T, mifE
BT, X7 P2V ROBYIORHIZ T 5 EAIZT] X
W LHEZ? EA LY -2 &5 HFHZB &2/ L 72
(Bayarri et al., 2004) . FHFLH CIZBGENIC 517 2 HE 2 7
b= VA X408 H R GnRH/LH 20 ) & 4 % il f# 3 %
ZEARENTEHYD (Misztal et al,, 2002), Z DO IZH
FIZHBWT B RO ISR ST 5 2 L 2mRE LT
WA, X610, EEINEICHE HEINY 5 2 a X X Sillago
Jjaponica (FJINEA, 1991), b ¥ X X 1) Repomucenus ben-
iteguri (Zhu et al., 1991) , gilthead seabream Sparus aurata
(Meseguer et al., 2008) % Fv 72, BAWGREIH 228 2 TR
IO ZAL A AR FER T, ¥ a X 20N OB
WA (RUAT) BAKE B ZDIZH LT, PEX XY &
gilthead seabream TIIHFHHDFAAAEEZ] (HAT) AR & &
MM EINTNS,. ThoORRIZ, LB AR
BIEINEIC 61 2 PEIRRELI DO PR EISELS B 5 LTnwb Z &
ZRLTWA, FEINY X A3 T HEE L 5D LHD 7 )
A LICEHEREENTNSEELZ5N5DT (GTHOH
Ttkib) , SR & GnRH/LH 3 ) X 4 & #5 87 L LT
DA 7 b= ORGSR IS T 2 HERED I A 57
5.
TEHRIIENOEE ) ZLDEREMAEINT AT =
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VEWIRMEERICEIR I N S A, BEH BRSO RIR ISR
BEIRTEXIENAERTRICKDZEINTED, HEFD
V3P g NIy kT B AR O 0 TR
B30 MRIIEFE LY., Y7537 422120 T3
Period, Clock, Bmal, Cryptochrome 7% £ D W& IEF 23[R %E
SN T3 (Cahill, 2002). FHHADAYIREET O FRIRIZ I 1)
BT EIA TR OREAMH I ZLICkD, AT b=
YOER, RO BRR S TRE e & & BT, Al
AR B IR & & be Tl Z & 2R &S h
5.

22, FANTF

I % TBPG-axis 2B W T LA CAIE AR L T3
K& UL TGnRHAM S T2, SEF ) 7L IZ B W
T, GnRHOD X 512 By CAMFERE & R4 5 K1, F 2
X7 F v (kisspeptin) DR E N7z, F 2AXRT F V3R
NTFPFT, =77 VREKRGPRMADY) H FE LT
v+ OG5 [HE X 7z (Ohtaki et al., 2001). 4 —7 7
VEREKREL, BETOEEZ T AR E T THEEDAE
PISREN A EZBRDOZ L TH S, FERYH, A& 2 F
VEMBINTEY, BETIIZIOXNTF 22— P4 5#
BT THBKISS-INZBRAEFARTF v &0 LA —

Bch s, IhETOMFEZ L& LfRIZE > T,

FAXRTF VIEHIK PO = 2 — v v (shiEfile) <k
ENFHICGnRHS 2 — 2 Y OYEfEANEHITN, GnRHD
BWEMRT Z L THERADG X2 EE25IK ZERHLE 2L
% 57T % (Colledge, 2004). %7z, 1EH BT O
72ICiE, AR T O sz A T a4 FRILE VA
1274 —=F/Ny 2L, GnRH= 2 — 0 Y DIE/= 6 X &
THRRBERSHBEN, TOT 4 — Ny 7fEHE, F2XT
FUZa—OYVEHFLTWBEZENRRBEBINTNS
(Smith, 2008) .

TR, BHISHEEL COAHIETOF 2T F v
fRiIcibN, faliE G2 OO FHIMOF 2 XTF v
O RPHREIZBIT 22213 D v, A TIX, GPRS4D
BEF 7O -V 230 2 0fETHRE N TED,
KiSS-IDBIETFra—=V 7 OMEIL, iEETY TS
7 4 ¥ 2 (Biran et al., 2008) & A &% (Kanda et al., 2008)
DATH -7z, LA, TLIRill, 24 VOWRERS
JL— 712 & 1) European seabass 2* 5 . D KiSS-1 M {zn 1
Nou—=vrEh, TNENKiSS-16 L UKiSS-2 & 4D
T 54 (Felip et al.,, 2008) , ZD%, ¥ 777 4 &4
& 71T 8 KiSS-2 AT 2 ERR &1 (Kitahashi et al., 2009) ,
F V¥ 3 Carassius auratus ® KiSS-1& KiSS-2% DO Z &
Wi ez (Lietal, 2009). SHEVIO 7 7 LERO LB
12X D, KiSS-1% K UVKiSS-213— D DMHEEGE(E 2 6 i
ETFEHICE>TELESTU S BIETTHD I L,
KiSS-1 % & O KiSS-2 13U HLIA O B HEEN M I Hom U CAF
TELTO0ED, '/ NV ZRSIEASHITKISS-2 % & 727

WZ &, 7, b T 77 Takifugu rubripes & spotted green
pufferfish Tetraodon nigroviridis 13 KiSS-2 D AT, KiSS-113%
EVWZLEEEEEME LA > TE. AKKISS-1 &
KiSS-2 % i 5 729Z5#1Z K U, European seabass T i3 KiSS-2
AKiSS-1 & I U CFSH & LH ¥ O 73 il 4 5 < 58§ %
DIZH LT, v b TIEKISS-2 D LH 73 e 134680 T
WZ eAmE Nz (Felip et al, 2008). 72, ¥ 7574
Y2 TY, KiSS2A & U T GTHAKIZHERES 5 Z & 28
R XN T3 (Kitahashi et al., 2009). 2Dk H 12, ffA
2B AF ZAXRTFUVIRIZMGE 572300 TH S50, 5k
19 BIHFUHS & 1355 5 72 GnRH/GTH Hl #H B8 O (77
L rilch, Sk, AEMBLR % Hl4H§ % BPG-axis D 75 2
Tikd EICET SR TFELT, ABICKT 3
Kisspeptin-GPR54 ¥ A 7 & OWFED S 2 R TR S
TWb., bhibh & vV TKiSS-1, KiSS-2 (Selvaraj iZ7>,
2010) # KU'GPR-54 (KREKHEK) DMEAfFru—=V
UK IIL T D, BUE, AN 30 2 BN o FEEHE)
REZfrhCTdh 5.
2.3. A£TERRIECRIVE S BEAIVES (GnRH)
BANIZ 30T, BREEEIR2LNTENE Y X L0128 D < AR PR
IRAEHNSHIR P THA S, fiER LT v R fiiR R
WEEOMRERE LT FRBENE(ZZ 5, BT IEE
2B BAERHEHIS A LT Y (GTH) DA, K % ik
5. K T O SRATI IS 2 aisiia c AR, 5
WX D75 MR ERAFIE, 73 781026 %5
RXTFFHRLEYTHSGnRHT, HE (20104F-4%) T
IZHEMEBIYI T 14 D5y FREAEE , &G SN T3, GnRH
DmLER, HHELTZEDOT I/ BiH| % & 5 72 GnRH
2D CIRE M =B D A 7 & ) Tins S h Tk
D, =&z, ®UNZT 4 (Matsuo et al,, 1971) LU Y
(Amoss et al.,, 1971) » 6 3R X N 72 FLJH D GnRH I
mGnRH (mammalian GnRH) & KX+, £7-, %7 On-
corhynchus keta ¥ & U gilthead seabream T % 11 Z )& T
WG SN2 7 BIGnRH (Sherwood et al., 1983) ¥ KU &
4 % GnRH (Powell., 1994) %, sGnRH (salmon GnRH) ,
sbGnRH (seabream GnRH) & Ki¥ii7=. L2 L, HMEH)
YO D GnRH 73 F M LB FHEREAICK > TELC 28D
T, 3207 —=TIZ3oh3ZERHELERD, K
WETIX, 3FEFH O GnRH/Y T 1 & % 7 L Z 5 GnRHI ,
GnRH2, GnRH3 & X AZ EAHEB XN T3 (Fernald and
White, 1999). 737 0 7851 & I3EZFHEBEAICK > TE
C7z 1 DOAMEICEHBAAET 28270 Z & T, HHES)
PNZ¥% ) % GnRH 7 6 O GnRHZ A (GnRHR) D% 5
O E(R T ORI & BERE A LICBE L Tid, S oRE
(Kah et al., 2007; Sherwood and Adams, 2007) @ 5 WM ZFHIL
Db RT WG (KALR, 2007) 23% 50T, HILD
b BHHIFBREI N0,

GnRHOD 3D /37 17D S5, GnRH3 &4 502 5 I
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Table 1. Taxonimic distribution of GnRH forms in main teleost species.

Common name Genus species GnRH1 GnRH2 GnRH3 Reference
European eel Anguilla anguilla mGnRH cGnRH-II King et al., 1990

herring Clupea harengus pallasi hrGnRH c¢GnRH-II sGnRH Carolsfeld et al., 2000

chum salmon Oncorhynchus keta cGnRH-II sGnRH Sherwood et al., 1983
rainbow trout Oncorhynchus mykiss c¢GnRH-II sGnRH Sherwood et al., 1984
goldfish Carassius auratus c¢GnRH-II sGnRH Yu et al., 1988

zebrafish Danio rerio c¢GnRH-II sGnRH Powell et al., 1996

African catfish Clarias gariepinus c¢fGnRH c¢GnRH-II Bogerd et al., 1994

medaka Olyzias latipes mdGnRH c¢GnRH-1II sGnRH Okubo et al., 2000

red seabream Pagrus major sbGnRH c¢GnRH-1II sGnRH Okuzawa et al., 1997
European sea bass Dicentrachus lablax sbGnRH c¢GnRH-II sGnRH Gonzalez-Martinez et al., 2001
barfin flounder Verasper mosen sbGnRH c¢GnRH-II sGnRH Amano et al., 2002

tiger puffer Fugu rubripes sbGnRH cGnRH-II sGnRH Sherwood and Adams, 2007*
chub mackerel Scomber japonicas sbGnRH c¢GnRH-II sGnRH Selvaraj et al., 2009

jack mackerel Trachurus japonicas sbGnRH c¢GnRH-II sGnRH our unpublished data

bluefin tuna Thunnus orientalis sbGnRH c¢GnRH-II sGnRH our unpublished data

* personal observation in Sherwood and Adams (2007)

FHE TOMNEEHMIE 727, SIHTOAREEI N TS,
255 VWIE3HEOGnRHY T4 85, MIZLD
LTV N RL S (Table 1). 72& Z21E, Y7 F
BRFryFg, ¥757 4% 213 cGnRE-II (=7 F VY 1T
1 GnRH=GnRH2) & sGnRH (4 7 & GnRH=GnRH3) D
2ffi % & DA, = ¥V Clupea harengus pallasild hrGnRH
(=¥ VA GnRH=GnRH1) , ¢GnRH-II, sGnRH® 3ffi %
% 72~ & 4 Pagrus major® b 7 7 '3 sbGnRH (& A Al
GnRH=GnRH1) , ¢GnRH-II, sGnRH®D 3ffi% & > (Sher-
wood and Adams, 2007). Z®D > 5, 4 FERETD GTHIK
I < DIZ L DM T IHFHOAT, GnRH1 % & DO
fETId, GnRHI1 DMFER A PED X T & 2 BLRHTE
IRTERICAEAE L, sk & BT H|IRIZIE > T 5. GnRHI
EE VY IR E ¥ 3 &L TIEGnRA3 (sGnRH)
DA IEER  (olfactory bulb, OB) 7 5 tHERHTHFIZ A1)
THAEL , AT ICAFET % & D28 GTH DO HllfH % 17 -
T3 (Amano et al., 1991; Kim et al., 1995). GnRH23,
AL DIE L A EOBYRE TR SN TH D, fHHIE
cGnRH-II%& & D (Table 1). %42 K51, fEHOD
cGnRH-TT Ak IE i #E2  (midbrain tegmentum, MT) {Z
FIE S 5 MREALIC R L, BsRENGND & 5 W 5 ERRIIZ#
HLTWER, ZOHEEEEZAHT, 209 FFIO
Haplochromis burtoni 75 & TYATE) & OB & T
WABIZT E (White et al., 1995)

~ OGN I 1) 5 3 GnRH D Mlafk D 534 % Fig. 2
1Z/8$. 31 GnRH D 9 % sbGnRH D R B HTIR L Ge 72 B
DMK A HZRTIIZHFEEL TH D, & 512 sbGnRH DA
RWNZR A T IEARI O FSH 36 & UV LH 73 ik s £ 44 L ¢
WBHZ NG, vHINTE VA4 LIABRIC sbGnRH %' GTH

RHUCAER L Tnd &F5 2 515 (Selvargj et al., 2009) .
YT VR Y U~ Thunnus orientalis & ~ ¥ 7N &[] U
GnRHZ FHi% & 5 (Table 1), [RIBkZAMGING A &R d Z
e CREXRER), TH5 DM TE sbGnRH 23 LA (12
B59%GnRHT®» % LS E 5. 7 FHETGTHIK
H O HI AR % 78 3 sGnRH O MIfE R IL , < 573 Tidikfp
FERIIS, % 7z cGnRH-IM@ A IZ il 2 1A E L, B0
BO, WREMKADS S50 SEHAIEH L TED, T
TURNIZ Fo D TREBEIE & L TERL T2 &5 Th
05, ZTOEMERIIAYITH 5.

FEUNURRIAD 5 5~ A T ¥ Sardinops melanostictus ,
A FATY, WV Cololabis saira® GnRH %y ¥ Ff d
FEWRENTOEN, 94T EHZIFATLDET
ZVVHOZY Y HAGnRHIE L T=Y Y MIGRHE & 5
(Carolsfeld et al., 2000), £7-Y vV ~<DFETHXYHD X & F
{dGnRH1 & LT XX ARIGnRHA & 5 T2 Z &2 b
(Table 1), ¥4 U eh a2 F4 3=y Y HIGnRH %,
F2H Yy 2IE AL HTIGRH % & > TS WREMED & 5.
24. F—=/N3>
F—7%3 Y (dopamine) I13HHXAIHRERIZIA S FELET % phi
ZEWET, 7I/BOFa v (tyrosine) H2AT v
TTHERENDZERT IVRHFLEVD—DTH B, 1<
DHOFFETF =83 VIZGTH DL % 58 < 113 % 50
BRHHZEPHMOENTNE, FU X g2 2FHRTK
SHRENTHEY, F—r33 Vi FEARDO GTHEEEM
JUSAEAET D P =83 V2B R4 LT, B GTH#EA
M B 5 2 & TGTHO R #HIHl4 5 Z & 2 5
22 & N7z (Chang et al., 1990). Z OFEMEIE North African
catfish Clarias gariepinus (De Leeuw et al., 1988) , =¥ ¥ &
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Y : GnRH1 (sbGnRH)
@ : GnRH2 (cGnRH-II)
A :GnRH3(sGnRH) PIT

Figure 2.

Distribution of GnRH1 (sbGnRH), GnRH2 (cGnRH-II) and GnRH3 (sGnRH) cell bodies on saggital view of the chub mack-

erel brain. sbGnRH neurons are localized in the POA, with fibers projecting to pituitary. CB, cerebellum; HYP, hypothalamus; MO,
medulla oblongata; MT, midbrain tegmentum; NPO, nucleus preopticus; OB, olfactory bulb; OE, olfactory epithelium; OT, optic tec-
tum; PIT, pituitary; POA, preoptic area; TEL, telencephalon; TNG, terminal nerve ganglion; VOB, ventral olfactory bulb.

(Vacher et al., 2000) , Nile tilapia Oreochromis niloticus (Lev-
avi-Sivan et al., 2006) , European eel Anguilla anguilla (Du-
four et al., 1988; Vidal et al., 2004) , & 7 Mugil cephalus
(Aizen et al., 2005) Z£ETEMEA SN TS, —F, F—
JNIVIEGnRH= 2 —a VXL Td, ZEKREN L
GnRHECGHHIHIMER 2 /R4 Z &2+ v ¥ 5 TR S h 7z
(Yuetal, 1991). 2D X H1Z, F—r33 VIS GTH A
(235 T GTHREAEMINIZ X 2 IR AT & GnRH Ak
P A A U 7= BRI O D ORI 5T\ b,
LA L, 7z& %13 Atlantic croaker X striped bass Morone sax-
atilis T3 F =% 3 ¥ O GTH IR R 2 /K < Z & 29R
ENTHD (Copeland and Thomas, 1989; King et al., 1994) ,
WU A SE T BRI R . 4 R
ETiE, F=s33 VOHEYiAl (antagonist) Tdh 5 EEH
4 F (pimozide) X F XY F ¥ (domperidone) %53
5L, F—=s53 v OEMPHEE S GTHRU 23 EHE &
%728, GTHRMIEHEL RO E WA K GnRH (GnRH ana-
logue, GnRHa) & RG22 Lick D, KD 3HRME
GTHHRH MM 2 ¢ 725 & h 3, T4 BMOBIYTX
SN TWBEETH 5 (Peter et al., 1988; Yaron et
al., 1995).

25. Za1—OXTFKY (NPY)

=2 —u~X7F FY (neuropeptide Y; NPY) & C, NifjAK
WA F T Y (tyrosine, Y) THBHIZENEIDHLNDN
736D T I /LD BBMHENXTF FTHS. NPY
Za—uvid, FUX 3 ORTIE S B E L E LT
MPIZIAL 534 L (Kah et al., 1989), i FHE(RIZXE LT

EALEY (GH) & LHOBMIEEEM 273 (Kah et
al., 1989; Pengetal., 1993) & & &1, M FEKIZRGT 5
GnRH#liZZ %> 5 GnRH % ikt & ¥ 2EHD & 5 T & h#iss
SN T3 (Trudeau, 1997). F 7=, FEUNHIICIEAT E MK
T, »50VRMEETLAMMANDEN, HEEhOYrRHaT
GRHTETIZ 0 A9 5 NPY fifsfifao A LR L, &
724 & X & 7z European seabass Tld LHAX 12 % 3§ 5 NPY
DIEHEFN R ALK T 5 (Silverstein et al., 1998; Cerda-Re-
verteretal., 1999). Z® X512, NPY IZfEADKE, EF,
ARl AR S A RIS 2T —~D>TH B, —F, NPY
Za—u iFZTuA N7 14— F2Ny 2 ORlfHi%EZT Tv
BZENHOENTED, 2 23F Y ¥ 3 HRATIZB T
5 NPYD mRNAFHEIZ, T Z b F U+ —-178 (E2)
HBNET ATy (T) OUEAEZT 7354, B
E5-9% (Pengetal., 1994; Trudeau, 1997)

26. H>v7 I/ (GABA)

siv~7 3 JBEEE (y-aminobutyric acid; GABA) (X FFHEH)
MORGIZIAL , KRISIEES 3R EME DO DT, &
L2 IV (glutamic acid) KD AKEIND, ¥ 3T
¥, GABAIZGnRHD XM Z 233 % (Sloley et al., 1992)
ETEIFIZ, P =83 VA § % (Trudeau et al., 2000)
ZEIZKDLHO B T 5, =Y~V X TE, FSHE
FOLHOBMIEERN R ME SN TH D, I FEEAND
GTH PE/EMINEIZ GABA = 2. — 1 v OFIZR O P4 23588 &
N5Z 06, GABAIZGTHE Z B IEHTG L T1b Z
EMRIE XN TS (Manafios et al., 1999). GABA @ GTH
R EEEH 36 K O GABAD A KiE A7 a4 F 7 4 — F
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Ny 7 DR EZITTNBZENFYF 3 (Trudeau, 1997)
L = U< Z (Manaifios et al., 1999) THE XN T3,
NPY X GABA O GTHH#AEHIZB T 2R IZIEL AL F
VX g A2PDICiTbh s, ik s & SIc, AR
& > TFSH & LHOMEE N R 2 [ feE2 b 5 DT, GTH
DRHHITEIZ 22 d 5 2B fER T F F R 22
Dfafdi Z & OFEM A B RERRT IR S BT 5 .

2.7. HFERRFIBAIE S IFHIFRILES (GnlH)

GTHD it & 2§ 5 kL E ¥ & LT GnRHD 7 1E A
19702 56 N T4, 2000412612k, 4
TR L € v O A IRI$ 2 X T F F 239 27 Ol
2 EEE S, ERRIE AL E P EALE Y (Go-
nadotropin Inhibiting Hormone, GnIH) & % D} & h 7
(Tsutsui et al., 2000). ZDXTF FIXFIK FEA 66 F
RICHH T2 =2 —u VIZRELTHD, BELEY X T
D T AR ETIE TURE RN IS GTH D IR A #1645 Z
ENLZOHMADNE, ZhiE, GTHORRM 2 #H4 5,
R THOWEHER T ORYIOFER B 572, ¥ X T Tid
GnH= 2 — 2 VIZA T s = VZEKD—DTH % Mel lc
DHEEL, ZOZERENLTAT b=V GnlHDHH
AL TS Z MBS 22X N7 (Ubuka et al., 2005).
Thbb, YXI7OMH FTOAEMIRORTIE, BHEME
THHBEDEE 7245 b= 12K % GnlHD FRBLO BN
IZkElERZIchsEDEHEL SN, X512, GnlH
DZEERLEE SN, ZORIENFANRS AR, GnlH
N ARSI U C GTHO B 2 BHESIH L T u
5LL3I2, GnARH= 2 — 1 VIZ¥fEH L CGTHO M %
HHEIL T B Z e ARE S N7z (Yinetal, 2005). Z D%,
GnIHD[EENTF F (KT ua ) AHIHTE MG I,
GTHO R Wl 25 Z L M6 20 & 5 72 (Kriegsfeld
et al., 2006) .

—J, FJATIE, ¥V ¥ 3 CGnIHAET S (gfLPXPFa)
PHIDTHEEE N, ZO= 22— VIIHIK FEBIZRTEL T
W 7z (Sawada et al, 2002) . L2 L, & X ¥ X On-
corhynchus nerka D Wi T T & 15 32 Ml fg % ff 5 72 925% T,
gfLPXPFa (& FSH & LHIZX ¢ 2 Az ¢ > Z &
MR & (Amano et al., 2006) , WIS K EHIZH T
5 GTHHHIMEH L W OBRE%E & D Z L AWRE S /e,
GnIHDIHRIE, 27 =V &0 bBERICK DG S
5 HHEB P D BPG-axis D ERIZH L WIFR A 42 5 4 72

Lo Tk, LAL, BEHICKT 2MEIImDTZLL,

FRBMEOEREIPLEND.

3. BTEFEOADRETF

BB T TE K D BPG-axis 12 B W T, I FEIEKTOL 5N B
TN W 73R R L E Y (GTH) Td 5.
GTH I FHEB Y O Bl 1 BRI 36 1 % BB KT
b uNE, FEGTHOREEICR T3 MWL, BIfEllh

WCEH TR EDR M -AMIZOAREINTED,
AR BZ N, 22T, RIS T 2 AN
ReLdis, v44, v NLETR/RLNZFAEDOMAE %
W5, £/, B TFERAKONSWME T TIE 0Dy, A
B2 %61 2 GTH B O FEBIFEINIZ & 5 GTH O HEREHI
IZB9 5%, K ¥ 2 X TF Pseudolabrus sieboldi %
72 S ORI Z T 5.

3.1. HEFERFIHAINES (GTH)

GTH &7 1 25,000-45,000 FEEE D i T EfATDO 5%
W5 v o2 ARLEY T, FSH (JERaf AL EY) &
LH (¥Rt LEY) O2ffiAd 5. FSHELHIZ, o
B L BHHO 2Oy T 2=y P IR RAL AT B
2EAET, affiFFSHE LHICHETH D, pRlIc kb HL
TV ORRWESHE SN D, GTHIZAhEMAaD 5/ 54,
R, BEAERIL T s R EEEFALEVRFT, £
NThOZER (FSHRE KX OLHR) 25 L CHEHED 50
FEENICERE TR AHIE L T3, BEICEOVTE,
INE TIHBOAM C2MGTHDEE 7 u—= 2 7'
bt W7 I VBREVIVBHO McEhbd e di0, B
B A 2 IS BT B FERNO mRNA DB S &4 —
PR ENTE 2, LaLE YISy BEL )L T2/MED
GTH W B Rl X034 7 BHEfH (Suzuki et al.,
1988) , I A4 Cyprinus carpio (Van Der Kraak et al., 1992) ,
<~ & 4 (Tanaka et al., 1993) , &1 Y % Katsuwonus pelamis
(Koide et al., 1993) , X NF Thunnus obesus (Okada et al.,
1994) , # ¥ 73 F Seriola dumerili (Garcia-Hernandez et al.,
1997) , mummichog Fundulus heteroclitus (Shimizu and Ya-
mashita, 2002) % K U Atlantic halibut Hippoglossus hip-
poglossus (Weltzien et al., 2003) 78 & DFAFHIZIR S T
5. B RHEE I GTH &2 i > THRMEH s,
I 1D FSH & LH DR MIE R BT S izhy, Thbh
SO T 28D GTH OME R AFFE & N 7=flid, wiic
ELHETxV, FHICFSHOM PEAEHOEFREIIDENT &
%<, FAROFSHATFIZAL KWW 728 FSHIZ DWW T
DFRPHEEL TOrwn, 2720, lk, BB TH0OH:
&R L 7= lladfe 2 2 ¥ 282812 & % FSH OPiAERL L
HI7E R A3 Nile tilapia THFE N TH D (Aizen, et al., 2007) ,
fifaffic 3 2ICH 2 I S T s,

FORIC B % 2 FfHO GTH ORBRERTITIE, FICH 7 Rl
EHOICUTERMEN, 2T TS/,
HHEIS K 200 WEIRE, GO IS AT b,
ZbHY rFHEETE, B E=FSHIZ K 0 INER
MR CE2 AR S, B2 1T IS O e T EE o mi
Wa v\ ThBHE T = (vitellogenin, Vtg) A 5K
ZUEHET . Vig I & i > TYRREME IS E§ 5 & IR
Nz O VigZ Bk (VigR) #9rL T, f1EM (endo-
cytosis) 12 K DINHIIAENICHDIAZF NG, =V 20K
FRYNREAIE % 5 5 72 92B% T3, FSHIZ Vg O YR DHL

I )
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DIAAGIEHET B Z L AWMEE N TS (Tyleretal. 1991).
YETEH A D B & RICHG FIEAA D 5 LHA M E 5.
LH 3OS 50T, IIBGAFHRE AL £ 2 (matura-
tion-inducing hormone; MIH, maturation-inducing steroid; MIS
EH0I) OARAEBEL, MIHIZ X D ISR A
(final oocyte maturation, FOM) $%. Z®D XS4 7 Fifa
HOMiB TIE, FSHRMNEDAK & LM%, LHAIO R
TR HERE S B Z L A S 212 &M /z (Planas and Swan-
son, 2007). F7z, HETEMEL IR U K 5 &0 mEhRE 4R
U, FSH 2S5 & U % & 0TI BOE RO Hi
(2, LHAVKG 7408 BB RN & & &R T IR HGB RRE O £
P T 5L E A2 5 Twb (Planas and Swanson,
2007).

Y RO RE, BET ZIWHINIIBEDOAT, X
TOYMIEM U TIOR3 AT U, IS T8, —
AU L, PEON, IR 1T bhd,. —F, £<D
fRBI IR IR D PN BRI AR 2 & 5, PEDNITIC#:
DRUENZEITS. 2D &S 5Bk %E & Dfffis LT
VA A HED B S, GTHO AP R0 4 i i 11
9 GTHO mRNADE R kA SNz, ZORE, w44
LHIZE2RMIH A ED Z T a4 FEERENEL, F 200K
A PRERAANICHEE T2 2 &, BT EAKRP DO mRNA &
FAETERR O FEEREH], PEINI & ISEmN T &k A S
Lol ZhIx L, FSHIZZ T v 4 FREEARMEL
PNREGHEEME 2 S 2 a2 b X SIZfic B Bk F IR
R H1 D mRNA BIZAETEFR A28 C TIRWZ LA 6 » &
50, v 4 A METIELH2INE K I K OB O 5 %
et 3 % Z & AR &7z (Kagawa et al., 1998, 2003). ~
&4 T FSH D MLARIE R AFHTE M TOEND T DSy
WENEIATH 508, DIEOWRLD, ¥4 4 DFSHOD

PRy r FHESHE IR E S RE D Z LR Ehsz, i,

bhbhiE eSO FEAH» S FSHE LHA B L, «
PO BFRINPENLIZ X B in viro 2 T 0 4 F PEAHE % A
N7z, ZTOFRE, v /NOFSH & LHIZ & 12 E2 e %8
M-S BIEREA & B, —JF, LHIZFSHIZHNEWMIHEAE
BEARNT ZENHE NS (EFI1EH, 2009). T4
bH, vHARETIE, FSHIZUIEP RIS, A LHIE
YNEETZRE & ONEEL O 5 DT ICHERE L T\ 5 Z & 2RI
EN/z. FSH & /N, LHOMREIZB 3 2 A O LERUT
BZ <, fhofakcd , +r R~ s A, vk
FIARIZ, MERTITINR A EET 5 &0 T &AM T
H5. L2L, FSHIZFHRENZERHE WS DT RESh
T 567, FERMIFEENOIIHINFEEMRA Z & DFIC 2 2
FHOZHA E~H/NZBWT S, FSHOBBEIZ BT 534
HAREEND X2, FSHAED & 5 IZEIRO FE %
AL TWBEDr L brosThawn, Bffbhbhit,
L 72~ Y /SOFSH & LH#HWT, ZOHlIERDBF
ATV D, FWEEN R S AU, EWEtEs b

HTENS OBREOFEMIAH S M h b LEL TS,

IO &z, BIIZE Y 5 2HEHO GTH OFEBEDOFENIE
EFEARHTH B2, D L YUIIZIZLHS 202 b 5
TWBDT, LHDBWE NS 44 IV 7 HZ OO
, PR KOPEIID 2 4 IV 7R RO TNWBE E VST X
V., v SO ETE T CIZINE IR ET T B AR
BRI BHW, Thbb, filFH FTIIM FEEKNIZLHIE
ERE N2, JRAD - DKEF WA 550D T
bb. TO&D BRI, WANEYEEE € D GnRHa %
B545L, WFEARICEHL CHSOLHORH 22 L,
fH FCTEMNTSEESICH%. KR 17CIZET HH,
7 HNOINEBITIITE T § 208, 20O &I Atk
GnRHa #5945 &, BRI » A EICh220IixE
HEEIRL , KA 23°CHEIZ A S LR T5, 5L
GnRHa 3B HLNIZA R h 20T, v+ O RBIZH
72 2 RIENPEINE, ¥~/ SHE D GnRHAK « 77l X 4
1253 72 BPG-axis DD & L IZHT L TEH D, W
2B 2 HRENOEINEREEZ KM L TWEEEL 6N
5. FEIILTWE2H 301 HIZEk T 3 IN5IN0 F & i
% Fig. 312/ L 72, ~H N OIIRAIZ B T 2O E)
(germinal vesicle migration; GVM) (X ITHIA» SMGE D |
HH a5 %N RO R (IF% a3 — germinal
vesicle breakdown; GVBD) & W AKMHEITS 5. PRINE Zh
IZHI Z DN TITHhN B PEINE 23 & dul & U 72 5 o
fIZ#2 Z % (Shiraishi et al., 2005, 2008). Z D, KON
TECIRINEE R 2N AT 5. PRI O YIS IS RN %
i (postovulatory follicles) 23%% 0 , WeflfEE & 612, B
1, WI$ 5. LHOMER % $DhCG (b I #RBIEE il
HIWRLE V) R GnRHaDIE G EER 2 5, v ¥/ DI
TR %FT L7203, LHORIM %2 % & KR 19~20°C
T3 THIN B DT, LHOFHIEETH O E4F
AWML E LIS Z 5 & LT3 (Shiraishi et
al., 2008) .

Rt bhbhid, o HERRRE~ Yo I g
(spawning frequency) % PEINTLIENIOD ZRE & JHHLIN 0> 78 3
B L 0REL, 20K, FEIHEIZ16.9% T, 1ED
7 N s HIC 1|, IR 8. s MIpEUN§ 5 &
W SR A7 (Shiraishi et al., 2009). —J7, BlHBRE T
TRIMRDFRA Z 20T > 724558, BEIHE IZ444% B L O
533% & 50, ZHIZTEDO Y EHANEY L TFIE?2
HICIWIENL THhBZ a2/ L THED, 7238 HMEN%
1T o 7= RS 2 on ik & BEGRY &5 e (RILE 2,
2007). wHN1IEOMHEINE, I M3 FY 7DNA%
W TREHIE 247 - 72 EINEER T sl S h 72 (IR
A, 2009). FIEEERCTHOZZBAUIEIRIEY K<,
FICRETZ 2720, IS IZIRARFL 3R L 5 7208,
WFRIZLTE N3y ARLEISH 72 2 sEI AR
HHPEIN A TGRS N A TS AT H D, Z DOFEYIE
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Figure 3. Diagrammatic representation of diurnal changes of oocyte composition and serum levels of E2 and 17,205-P in mature chub
mackerel. Our previous in vivo studies studies on hCG and GnRHa injection (Shiraishi et al., 2005, 2008) suggest that endogenoues
LH surge from the pituitary occurs around at 12:00 h, 33 hours prior to ovulation (arrow). GVBD, germinal vesicle breakdown; GVM,

germinal vesicle migration.

B EREOLHE ) R 22K 0HIfEh T3 Z L AUR
Iz,

3.2. HFERFIBAIECZEE

S BT, FCHERREICH 5 1REOINREICH LT
BN —BMIC M E A FSHE LHIZ K D |, Ui
TR & IR s 2 e kAT 5. — 5, BEEInIpEYN % 47
T HART I N LTI, UNEIER & IR A DR L
fThbN b 7%, FSHE LHO i g RIS D K LiTh
A, IR [RIREIC AR AR S 5 i 4 O F8 3% PR RS O UIHE I3
FSH & LHICHIEICBEE I TnWbEEZ 6%, 20X
S EIRMD G &, HBIEHIFSHO R A 52, B 5 UPEE
WX LHOHIEZ 32, & 5 W idiiiFoflfEo & & 2upEE
BRI LAY, TIDFEEPERE 120 U CHET L T B4,

2T TN X B, b5 GTHREKRIC K 2 HHiH
OO THEHELRHZEO2EEL 6N S, JERIBIFEND
PNBIZ B 5 GTHDZ BRI 5 Az, SIOME, Bk
TN 2MEIXIZE AL WY, ikbhvbiud,
HEEIN AT S R H 4 2 NRT T, BG4 1T - 7=,
FUHH I NRTIE, FKEHOEINIZEHE T T 1ROt
21 ABLEIZH2 0 BG5S HE & ORITiEH X7 IR
AT N ZRHAT, SIRINOREICIIHAIELCHE Y X
LD 5D (Matsuyama et al., 1998). Z DFilHE RO ME
Nz O—21%, YIHINEIZ 361 5 IR K IR #L D X
NRESTNWBERD, HNET S 27 — D OINITER M %4
EOHRBEORENPEMIZTZS2ZLTHS. 2L21E, 6
FREICEREE L 7200 A, I T8 L 722588 1INRIEIBoKDSE T L
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7= HEDN BT OO BN T, ROUIBEZUN SR IIZ S 5
(Fig. 4). PRI BB DR MIZIThh, FEINEBZDS 1
UNFEIZINEE R RIS E L T 5. i MK O FSH &
LHO mRNAFBEIZ & 3 I212-18IZ@mED , 20k =
D 1 IREEIZ U T B A% 1 & B Bl i H o0 DI R 2 BR A i
BIZH D, 29NEFZINE N R A A S DN T o o
YR DM I TdH - 72 (Fig. 4) (Ohta et al., 2008).

— T, BREERMEICDH DU BT 5 FSHZ A K
(FSHR) D mRNA %8Bl & (3905 T2 B WA 0 5 P8 v
HoTRAE LD, LHRZRAER (LHR) O mRNAFEH &
I AR 2 S R EIRTHIC Y — 2 2R L 72 (Fig. 5)
(Kitano et al., 2008). ZH 6 DOHKEFIZ, FSH & LH A H KR
A O 25 20 THEHEGINC Y S Iz & LTE, YN R
BEIZID U722 BR D TR & v, INEEZ BN C U FSHR 2%,
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Figure 4. Diagrammatic representation of diurnal expression profiles of the FSH- and LH-f subunit mRNAs in the pituitary of female

bambooleaf wrasse.
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Figure 5. Diagrammatic representation of expression profiles of the FSHR and LHR mRNAs in the ovarian follicles at different develop-

mental stages of female bambooleaf wrasse.
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F 72U ICIE LHR S S e, £ N Z N FSH & LH A
fEH$2Z 212K, TR L IR A ET T2 2 & %
REL T3,

Db, &y¥4 0 x5 oifzesisid, JEREBRERMD
YNBSS A & DRI 350 A IR O GTH il 4
K%, GTHRZHERDOICHBIRES S PTG TH %
M, AVISTBELNLOME TR RN, BUIE, v T
GTHH X U'GTHRD Bn 77 ua—=V 7 BNIEITHKTL,
ZTNOORBEBEL TR TH S, v/ TR T TIORR
GTH» & 5D T, 2fMGTHOHIERDOBRFEICIN A, GTH
ZEREOMABIRZ 7 V7580 B X OHUAESL, 2MiGTH &
OFEAFE &2 E O 48 U ¢ _LRg N 4 Bl L 720,

4. HEFEROADBEF
GTH DRIl % 32 T, YU A HL 0 B 40 91 ik < i
PZTFa4 FARLEYRAKEIND, 22 TIERMICET
3 GTHIZ K BMEZ 7 a4 F R E v DA KRS % %
M5 eI, BTSN OMEZ T a4 PR
EVOAGEIZI T 2R, WU NIRRT o< 6h
BTARET TV DERIZONTHNT 5.
41. MXF0O4 KKRIVE>

2704 FARLEVIZATUOA FBRAFIKIZEDOHILEY
OWMMT, avATE—LEDAKEShT v ay
(pregnenolone; P5) ¢ NTHD AT WA FHRILEYODHKE
Z7uaA4 &b, A7uAf FHRLEVIZILFIAS N E
P2 TFa4 FRLE KBS, —f%IC, FISEHERT
2k bhprTurzFy, rvrarysikvtzz ray
VEMZATFOA PALEYVERR, BHEICETAMEZT O
A4 FRLEYOFEEENS, MECIZINEZRITE, Ik
DFEET, HETITRTERATEE, KT OEBEEHESIZBE 5
LTWBZENHSEN TS, FFHOEGIRIZB T 2% 2
T4 FFRLEVOLSKIETEE LTCGTHICHIB XN Th
D, L7z &k 529 RIEJHOMETIE, FSHO/ERIZ &
D INEIERIN D IRFENIHIRE T E2 2, £ 72, UNEIEIR 23 H%
T LU0 URENEHAE CIELHOEHIZE D MIHTS %
17208-e Fufv 4771342 (17208-P) 78
HAHEN, TR ZENINEIZR E IR AEEET S, 2Dk
12, YIER KA 5 IR A T, IR RkIC B T
Z 704 FOARRDBE2ABRD 6 MIHAKRNE ¥ T
FE5. TS &, OV T MBI S mn PRI
HLZ 5,

7oL b7 7 5T E R O YN ERHLEL T, PS
Mo DHKRIRIZE LD EDODE2BAK I N, FEIZE
B VgD A AT S (Fig. 6). F 7 7 7 TIXE22M
Z, EBIZI-FAFYA—F VI (17, 21-P) BAREH
5. MEERPKETTBE, HizliciktEh7ZGTH (&
Z5< LH) OEMHIZED, 25704 FR#EETH 3
C17,20-lyase DTEVEK T & 208-HSD OFEMEALR G 726 X h,

E2O&BIEEIEL, b TMIHAH 228K I 5.
7 HNDOMIHIEY 7 BHESH SR C 17,208-PC, 17a-& F
u*yruarzaruay (17-P) # 5 20B-HSD DIEHIZ KD
A& N3 (Matsuyama et al., 2005). —J, F T 77D
MIH & 17,20821-F Yk FaF ¥ 4-F L 7 % V34V
(20B-S) T, FHEEEH A S WERICA I T2 17, 21-
PAY, AL < 208-HSDDEHIZ & D 20B8-SN\ & Hnffi X %
ZEizkfEs N3 (Matsuyamaetal,, 2001). 2D kS 1Z,
2704 FOAKAREe MIHOFME T iz &k > C®x
% 7%, C17,20-lyase DAL T & 20B8-HSD DFEMEAL A, £
HOINR U BED B2 AR 2 5 MIHARRAND Y 7 b
B CREZ AL L 74T dH 5 (Matsuyama, 2007) .

MHDZ T a4 FRLE VREIS RO RAIRRE &R T
FEELTLRLEDNI S, EINHO~ S 3D
17,208-Pig & E2itid & ISPl & 5 & @@ AR L,
T 2 6 FRC T T —2 & 55 (Fig.3). ZOL X,
INEEIAL RIS 22U E R B 0 |
Zh o DRI T ZE N ZFN17208-P L E223DL 6 h
5728, ZOES5ALEYOMpPEHELRTIEIZKB.
L7235 7T, 74 =)L FHFEATHILE Y w6 RHAIREE
HE$ 2 &5 BGAITE, RERBWLAEEE RS, <Y
NIZIREF, v 7V, A 7V R E QERICHEINEZT S PE
P X L& ->T0nBEFEZL 6N, Ih6EREE T
§ % FRECTIIRRE O RS O A 2 fKfilid 5 Z e T &
=, FEIREMABL CoOFRLE Y EHEIZEEL <,
FMELZALEVES, ZOMAOKIIRED
AR L TOBIZT F A,

BB 71 2 EEmERIICm Az, 2504 FRLE
VORETIZBITAEEEE LTATa AL F7 4 —F)Ny 20
HMENTW3, BPGaxisiZkBW AT A FRED L
DFRILE Y HGnRHR GTH R E D LR D R ILE ¥ D53k
ZOEHEN) , & B\ R I 2 8 A T h T hIED
7 4 — K23y 2 (positive feedback) , DT 4 — KV y &
(negative feedback) &\Y95 . FBHDOEMETERIZE T 5 A
THARFT7 4= PNy 21T 2 MEZD LS L0nH, i
TR, KRS, &3V idE—faETe A SickD
ZOEMIZEL > TS, 22T o 258 GTH & A3
ETEDT 4 7EET7TOMIZE T 2050 (Levavi-Sivan et
al, 2006) Z#N$ 5. 74 7 ETIEEINNICHE DR UEE
YN 247 5 FERIFEER ORI EMR A 2 & 5, 72, O
A Bt & ARRIS, GTHREAMINZICIFEST B F—/3v3 v
ZHEEEN LR =33 VO GTHRHHIHIFER %2 & 5.
DM TIE, B2H %W IF17,208-P % in vitro ¥ K U in
vivo CH5- L7z 2D, TP EIKIZH T 5 GnRHZBIK,
F =783 V2B, FSH, LH® & mRNA O FHE)RE -
FSH# K O'LH DM M@ & iz, 2 ORER, I
BRI 561 B K% E212 & % GnRH 2 & A mRNA O B
T FSH I O positive feedback & L CIER$ 5 Z &, O
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Figure 6. Steroidogenic pathways in the ovarian follicles of chub mackerel and tiger puffer during vitellogenesis and

final oocyte maturation.

WIS BT 28K A1 E28IE, F—/33I VRHE
A mRNA OB E LHB-mRNA D% & 725 L, LHH
O negative feedback & L CIEM$ % Z &, YNGR T IF
2B A EVE2RDIRETIE, KOUIFED 72D FSHEA
BOBEMMPARZ 52, REIRINZ, X612, I
PIBNZ B3 B0 17208-P L L, F =783 V2EK
mRNA DK% & 725 L, LHIKH D negative feedback & L
TEHT 2L & 812, XROIBEDMAIZ i A T D LHS-
MRNADHKE L -6 2 L aEmkEhz. —JF, U
R HIZ RIS 2 /8 17,208-P L ~NJLid | negative feed-
back & L CLHB-mRNADWA % & 7254 & &1, F—
733 VR BEARmMRNA DA 5 &L U GnRH 2B K mRNA O 38
RKEBOLED, Thbi k@%ﬁwmk‘ﬁﬁéﬁﬁ
THsHEELO5N TS, BPGaxisiZk T B A7 4 F

74— Ny 203, SO ZRRE L - EEINRRRIZIE U 72

TNEFNDY AT LAPFAELTH Y | @ U 2203 % 77
monTnwgny, La2Ll, EdL7zk512, GaRHD EAL
WZHBFARTFVEAT UL FDT 4 — P23y 7l %
ZTTWBHHEEEEH D, oICHEMELDIZKD LEZ
5h5.
FAICBT A2 TOA FARLE Y OREB L L
LT, EINT#HOBEO 7 ru®y & LTHERETAZ EMF
VR g FHOWZEBERTHLNZER TV A, XD T
AR5 VY YOECHRBIZHITT 3.
42, F7ORZTII 2
Ta AR T VY (prostaglandin, PG) (35 AEIAIE
WilgD—FETH 27 7 F F VEEh 5 LA I3 —RED4
HUEMEMIE T, AR AT H L T4 O CREE S,
MR, SRR, MEREEEOFE, WEORZM L &
2GS H 7 24BN EE D, RIHAOINEEIF IR, BT



A L

MRE D I N2 LHOEHIZ KD, I 0
TMIHAAR S INEADFHER SN D2, — /T, LHIZ
YRR 5 T PG O AR A TEHE L , PGIIHEIN % 5k
I3 FEHEER T & UTEMT S (Lubzens et al., 2010). HF
YHEBFIZIEPGOATIE 5L, FiAD & v ISo B RRE
HEHEUEBROIT2EH$ %5 (Lubzens et al., 2010), Z
DOPIFIZ DL 5 N7z PGk, MEHEDFEIIITENIZ W THE
PaE A RTINS OrDOFBFETHION TS,
FUX 3084, PN LIMEA T &z EE SN
PG (PGF2a) #MMxlZfEFH L, PGAMEIZ 6 1) 2 IO 728
O—HOVETE #HET 505 &L 55, £72, FV
X 3 OMIHIX 1720B-PTdh %A%, 17,20B-P 13INK 4 ik
THEEBIT, KBTI EA TR 70T b

UTHER L, 17,208-P % 2% L 7 T LHD K& 55 A
2D, HRELRMT 5. —, Kpicg it shz
PG, 1720B-Plalkk, HEICKH ¥ 27 x v & LTEH
L, PGEZABLIETIIRMD 720 DMETEH " iEE 5
(/IVFK, 2002; Stacey and Sorensen, 2007) .

PGIZ & B2 MEATE DAL I EARD R A THE Eh T
Bh, By R TIEPGIZ & B YETEI OB R IEAS
ng, o, WEMICEHTIME TR, X512, ¥V
¥ 3 DA o s s oM TE) & AL E v BIfRIZD
WTHELLS N EIZIFEE A E Ky (Munakata and
Kobayashi, 2010) . FCfBfT @i, KR A FRBRIZHR§ 72
WIZ, wilksa4 IV 7 TREMTHbIhS LS IT#ILL T
S EWBOWORBELERETH S, Tabb, BT
v iTbhane ) EH LR EEET /1T
HoTE, KIEROEGNEEO O H, w43 (Shi-
raishi et al., 2005) 7Z¢ & THERAIZHED & M7= PRINLE 2 &

1, SHEPA HRR & L= B OB C O BRI 1 P

ZIERPEEITIR T §58RTH 5. Zhid, BRI
B Tid, PR, ER 0 ISEINTE) AT S Z LA,
EWVEZREROFBUCMHETH O, WL 27D 5% IRk
FTHRIELEFRLTOS, vHEIRICKT 5, KED
PRI s | 2 i T Z BRI L 72 94T 80, 728 213+
VE gD K312, D MIH R PG 23 HED KR R I M7
FFHEOZ0D T c 'y E LTERHLTWS EIRETH
3, B LR, PR, RRICHEER LR N
ERR L LU Tl & fl4 21t 7 iz onTo
WF7eid, FEEREEEIH O PEIIARE & £ MINICIR$ 5 5 A
T, SHROBHFMEIZH T 20k D 2 EO—DI2 k%
EEILND.

5. HEAMBROBREICE, REWKEEEE

AMZAL B E R <, AAOAFEHREMRE S,
EHEN SR ETT L THB L TWR EEZ NS, LA
E, BEOKE LA ETEE L, HFEO AR
Z 19 2 F IO 7K ¥ 1 3 Gnathopogon caerulescens

(WK, 2010) OHETIE, MERADET 15°CICE AT 7={#
ROWGN GnRH & (Z DA sGnRH) 13, FiHEORITT 5
30°CIZE 58D XD EWiEi 28 L7z (Okuzawa et al.,
1994) . HEEINHIO < & 4 #if T 17°C & 24°C 2@ 72 B
AU 750, 17°CREEREIN 2 451 5 — 5 C, 24°CH
TIEFEINAME I 5 & & 12, A sbGnRH O mRNA & ¥
K O M ERND GnRH 52 A A & LH-f D mRNA &I3{KX T

L7z (Okuzawa et al., 2003). %7z, ¥ F a3 13°CLIF
THIH 2 I AT L7z £ £ CRIAMMER T,
SRS X O GTHAS B & 4, Blly, BEIR - pEON 4 55
FTED (Stacey et al,, 1979) Z &SR TWBE AR, Z
N5, KEERAHEIHAD GnRH = 2 — 7 ¥ %5 L TR
AERELTOBZLARTEDTHS., TOKHIT, I
FE IOV A RIS 2B L e LTI LT
WBD, KEBWAED XS IZZEEN, KRNOAPIEHR
EEBITHAINZH, GnRHR GTHOAK, HilWE ED
EOITHIB L TOhBDH, ZOFERIZH S 22T,

7, KEISEREYIT b 5 OB, Rk
ERITBOEE A RITT 280, PNk (puberty) YN
BE ) % RN 2 B & UTENICHELS 22b o T
WbEEZONS. KO XX - ERIRGE 2 ApfRICIR
ABMTE LT, WHEL FF ¥ (leptin) LYV
(ghrelin) 238 R%G X7z, L 7 F V3K & D or X
NBFILEYT, b, BV~ ~ 2 OWEEA T &
L ClRlE &7z (Zhang et al., 1994). L 7 F Y IZKWDNE
AT IR & A tHIK PERICIZRE U, fHIR FERO & - (AN
K7 AHIE L ChEEZ BICROBXE2EL TS, T,
L) ViET7y POEPSHEE - FESh7ZHFLEYT
(Kojima et al., 1999) , M FEMARIZE X AL E Y (GH)
WEIEET 2 & & 10, IR MEIC/ER LT Rak % ik
SELBEEND S, Tabb, B, S rwEhs L
TFVBEROT XN T —-DFERIREEZZABHTFE LT,
EHOHWMI NG T LY Y ETIRE & MR IC(E A
B & L THPIICHREL T\ 5,

BT 2T, IKFHOKISS-1=2—a v iZL 7 F
VEBRMHEIET S E L BT, LT F VIEKIiSS-10D
mRNA ZHK X825 2 &2 7z (Smith et al., 2006) .
ZHIEKiSS-1= 2 —a Yy AL FF v OO —>T
HBLEBIT, VITFUVOREZ (ThEbBREREDKT)
PHEEZIRHIL ThBEZEE2R LTS, E6I2, YU 2
T, BUKTFEICH 5V 7 F v 2wk & & DN RHTFLIE
(ventral premammillary nucleus; PMv) O #5422 /% GnRH
Za—u ITBEHLTED, LS VA GnRH WA %
HIfH LT B Z &M X7~ (Leshan et al., 2009). fafH
T, WIEO V7' F v &5 72 in vitro 9257 T, European
seabass i T IEMARIZK 42 LHORHEHENER  (Peyon et al.,
2001) %, =¥ v A FIERTOFSH & LH O B g A
Fi (Weil et al,, 2003) 2 S, L7 F v HEFEN G W

78 —
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REEERET 2 2RI TS, —J, D s
L) VEEFIE, 200290 F ¥ F 3 (Unniappan et al.,
2002) TOMEDH, L OAFMTHE SN TED
(Taranger et al., 2010 M) |, MHFLIH & [k I A1
DdHbHZEMNF V¥ 3 (Unniappan et al., 2002) X Nile
tipalia (Riley et al., 2005) TR I T3, HENORL
IZOWTE, FVF 3 Dinvitror X Win vivoEER T, GH
BB IEEER A, LHRIEEIER O & 5 2 & G
&N 7z (Unniappan and Peter, 2004) .

VIF RISV O, FIEHOAFEIC b 5 BERE B
FERCIIAITH 2728, MRORKE CREBIRGE) & 200t
lff)l/ﬁ? Bz ->THL— Fi7@5§”¥ﬁ‘:iﬁé®

, ARl ATBREE I K 2 BHERE IO ITIE, TSR
/Ikﬁfﬁ?ﬁﬁ@ TR 2L b o T \%) Z &N
b, EbLOH THRRMIR AT Th 5. i, ETY
VI F VBIETFARE SN TE TS DT (Kurokawa et
al., 2005; Huising et al., 2006; Kurokawa and Murashita, 2009;
Froiland et al., 2010) , SHDOWZEOMEENHIEI NS,

6. EREEFEFDER

FSHD BN B 2 8T LB E 4 D& & L
THHOXSIZRE SN TS, ARTiE, FREEDOAEIC
B9 % BPG-axis DBIFRlIC I 1 2 1M ARBE L, L
BEbhssozrgt, #BitL-, 2218, 72FE 0
(activin) % IGF-1 (msulm like growth factor 1) 7 & D&
[K ¥ BPG-axis I %6 1F 2EHIC DWW TIEHIZ L. fUH
@iﬁlﬁ%uﬂﬁkﬁ”éﬂ“éﬂi%ﬁw T, GnRH (%) ,
GTH (i FER) BLU 2704 FALEY (CEhR) O

30?,:hemﬁ%%ﬁ,biwzhewﬁ@ﬁ%(@
WARTF N, fR7IVEE) 2hDIcZhE RS
b TE 7=, A féGmHazTu4b+w%/®

HEREIZOWTCIR E A RMHDE SN H 2 DD, BUE, |

@ﬁﬁ@@%ﬁ&éhf%fnéﬁ,ﬁﬁ@@m@%%,
FRCFSHICB L THIZEAERRHTH 5. 72, BfHD
RIS E A KIET OO FEREBEKTH S HE L
WEERA, £ X5 ICNHA ISR L HA Eh, BPG-
axisHIHANE OOV T S RO EETH B, X5
12, ¥iff, GnRH%Z R CHIIL T2 EAZ 6N 5+ 2
NTF R, GTHOREHHIERD &b % GnlH DR R % &,
ELF LR R AR TEERD Lo hitw Ty,
BRRINE % &, BARMO N RO 2R 2 L
T-ERIZE 2D &Ik AS . it Lz&H i, &
TR D SR EEM R IXE T L THIE T2 E A 6N
20, AZMOREENE, HAEEHS ML, ThELD
&I B TR 2 2 AKEETIRER ST S, bhbh
VYN, ITY, AR FA TV EEDRITEEREEL
T, INZAEIZLYIRE L T &0 EE, AL
BRINES T, (FHERORIH %5, HBMED b 5 FEE %17

FTENTELILE NS, ¥4 7Y AN EREAT
TE DRI HIUL, BIHEIEHEL <13Zy (Matsuyama et
al,, 1991). ZTh oD, FHEAOMTEIERRIZ, D
LD, kB KO BEIE 23 F 0O BPG-axis & I L 72
TERHPE I MIE TR E 2 R ISR T X 2 5 2 H2iE 2 D A
55T, BRI & AFHER O ARG TE & OB A MEET 5
oD OF 1= e n Wy &t 4 5. By, ALy, 57
W O & A ARER & FERRIC D W NS %
KR L LERERPARMAT2 212k, KEZFEW
TRICH I EHAZDZENTELS.

E i

AR 5~ SBEOMITIE, Bl mhiohe (5
A7 B) , KERAME LY 4 =& T ey 2 b if
7% [KpEEBEFREIZ 36 F 5 Gl H FEECR OME . & BRI X
HEZZXLOENT] B XKORMKESERLE T Y = 7 MK
[BRIFASEI 0 S W BRI A O T - lEEE iy oD i 7
& DFEREL 7=,
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