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Control mechanisms of fish spermatogenesis and early oogenesis by
steroid hormones

Takeshi MIURA

Abstract Fish spermatogenesis is controlled by the sex steroid hormones. Mitotic divisions of

spermatogonia can categorized by spermatogonial stem cell renewal and spermaogonial proliferation toward

meiosis. Spermatogonial renewal is regulated by estradiol-17 3 (E2) and spermatogonial proliferation toward

meiosis is promoted by 11-ketotestosterone (11-KT). The action of E2 and 11-KT is mediated by other

factors produced by Sertoli cells; E2 is mediated by spermatogonial stem—cell renewal factor and 11-KT is

mediated by spermatogenesis preventing substance (anti-Miillerian hormone: AMH) and activin B. Meiosis

is induced by 17 « ,20 B —dihydroxy—4-pregnen—3-one (DHP), which is progestin in teleost. In oogenesis,

DHP also initiate meiotic prophase. After spermiogenesis, immature spermatozoa undergo sperm maturation.

Sperm maturation is also regulated by DHP. The DHP acts directly on spermatozoa to active the carbonic

anhydrase existed in the spermatozoa. This enzymatic activation causes an increase in the seminal plasma

pH, enabling spermatozoa to motile.

TR LU A, ARG A L€ > &1
U & D8kx 22N R B L O ER I k- T
BRI S CWD, & UTHEMEFR LR, HEER
NEVBRIOWKRLE LW TR T 1A RV
EE, BB TR OEIEICRE L, RO a2 B & 2
LTCW5b, FLBIXZnE T, =R o FX (Anguilla
Japonica) % Hls& LT HROINE O K FEEE 55 R &
VT Z OIS DT 24T o TE Tz, 2 Z T
1998 4AF-JE 5 2007 4R It oA T A v
FHHE O R TH LR Z DI, e LTE TR
OFIHBEAE, 35 L OWE TR O IERE & X B H]
T T & 2 IR O BT D B B R E T O
PRTERL DB &2 27 1 A RR/LE > O E %
WZfiFERLT 5,

BCA& F 72 BRI AR AR AT R
KT Rkds & ORI Bl o0 ) H 8 42 oD il A% 2 A2

T BT, AT L ERROIHENS EE T
B UFREL, YK TOME AL TR R

TR BREART O R M O BN FETHZ &, b
MK MEATE IR AR LE . (hCG) DIEIZE D A
ZWNCKE TR O RMELFHE T H 2 LN ARER 2
L (Miura et al., 1991a). FEHASEE:ER (Miura et al.,
1991b) 35 K OVKEIEMIE & K BRI IE O He A7l 15 2%
% (Miura et al., 1996) (2 X V. AEK4CTHFIERED
PIMFEAEFBTAZENARERZE LY BT RO
TSR L 7c B & D 2 &N TE 5, IR
HFRIE, IRIEUHIAE OO A 7~ O IR 53 LB i D 1 AR D H]
MRS TR O A & bl UCIEFIC < . 7005
TER DML T D72, T T2 OREETH 5
EEZONTE I, Ly LiEH, P rRfaEOA by
(Hucho perryi) ¥ X OXaA (Cyprinus carpio) Z& DY
HERERAERDBAIE 4 (Miura et al., 2007) , IR
JRDEFE D & Iy SR AE ORI B U Tl figT -5
TEWAREL p ol R BT I DOFERBRRE W
T, WA K ORI A R O i G 2 s
LT&7,
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FRIR AR D 1ETE

L, RS (AR S X 0w B Rk
JRARRE) DR WEGFAT T T HE AR [ A
il (%30 B AURS EUIAR) O AR Sy 24T X 2 HE A 24,
2 Rl 5y 5% £ 5 gy, & LWBREZ L2 5 1
TG, R 2NEBIEE - TR A AT DR A RBD
BN DR SN D, 2N bliE, IEFICHEMER. L
SIS BREIC L > THI S h T\ 5,

R AR AR 2 o T, O E R,
Z ORI E, R A Y — RTHEAT L, Ak
DONETE 2 BEE T 5 &R AL 2> D A4S e ~ o 1
AL | BT AT 2R I R sy ST IV T Ay
o 2 FHENFEET D, ZHOOBRRIZAT aA KR
IV T K D E e D HI SIS X o THIE S T
D,

1) BERHHEROBE SR

MEPER LB N, TNETAADKALELSTHY,
FATOERIZSHEVBE SN TI o7z, L»
L. WRSMROFAESZT, ERLVEY THDH T
AFTVF—-17T B (E2) ICkoTHIE ST
HZENRHBMNE 572 (Miura et al., 1999, Amer et
al., 2001), FFHDOMAIZIZ, A ZADIRIR LT F AT E
FE RO ORI & B2 2MEW L1 (50pg/ml
25 Ing/ml FREE) 3 DAFET D, £/, E2D L&
TR —ThHMERLE LT Z— (ER) b,
JRABNE A B0 [Ty b U AIE A DR EBL L T
%y ZOXIHICE2IE, FAADMPIFEEL, FDOL
7= N VIS ET D 2 b, BT
B HOWMBIZIENT 2 2 ER8E X bitl, E2
EVATAT 4 v I Fa—TEHANTUTFICHS L
=L A, KBEEHIED DNA SRAFHE S, Fiz2,
E2 OB ER THIX TRV 72 5 LI L
A, FEEHIIEO DNA GBI AEISHED Lie, B2 #&
FAZ X o TEHHIIE 0 RS S - R IR ML, Wb
W 2 HETEIL O RE M A (12 1] B BUKS TR Ie) - oD (A
fa~o3 b Lieno e Z & K0 Z OREFAIRE O A HIAR
L, REIEERHIAL 2> D RS IR ~ D AR Sy FhE R
ThoHbDEZZ DN, Z D E2I2 X MRS
DOFAEZZNI T T B LY R EO A N OrgE
FHRE AT 10pg/ml DRI EE 2 BN L7254 T Al
SN2 EMnD, B2 IR RICESEN L. KR
NPT AN EFELTND Z ERHLMNE T,
—IZ, AT RA RBVEUL, ZOBNZERE
LT, BEEETFORBELFLLIEHATLIbDEE
ZHLNTWD, £IT, VFXOLMERERRZ

=i Ak

A THEME A V8 2 DX TE e~ O VE B %2 00 1
L~ CEHT L7 (Miura et al., 2003), 7 D5
INERERRE AT E2 ORPIIC L > TRETRILY
5cDNA DI a—=2 T k4Tolz, EORE, BTE
AR T- 34 (eSRS34) D27 m—=> 7|ZLh L7z,
ZORTIE, FoTREINET I BEYING, B b
®D PD-ECGF MR THD Z ENHEMNE oz, ¥
J % PD-ECGF (ePD-ECGF) &, #IZfif# 7 2K+
FERFHEAT 1A K:11-47 T A M 27 122 (11-KT)
DR TITRE R CHELE T, E2 OFIZ L > TDH
FEECTHHL LT, ePD-ECGF DAz K% 37 %
NE a1 TA )L AORBRTER L, HBEHEE L
b U AR O IAFEER RICHIM LI & 2 A, Mz (K
ePD-ECGF |3 k5 i D B AN 2 A FHE LT, £7-.
YESL LU 7= 91 ePD-ECGF (X, E2 |2 X > CTFHE I N D
JRERAIL O B Ay A A EIIH Lz, DL EORER X
Y. ePD-ECGF 1% E2 @ F it CHRE MR O 54 73 %
2 DEFESMREED AR T THDHZ L3P
Hnkieolz, 747V ) —4 2 (FgB I LW FeG) I3,
B 0¥ COMBIHEIHORKIE LT\ D Z &3 mbhT
V5 (Staton et al., 2003), & A TlL. Z#5H FgB B
L OVFgG 2 B2 ORIC L 0 B TORANFHET S
(Pinto et al., 2006), Zi 5 DK FI%, ePD-ECGF & [F
FRFS IR O Ay A FHET 5" O—2Th D
DHE LIV,

2) BRI, HIZE T EE S RO H
BT TEAR DN & 53 Ws S AU B AEFEARAIIIL A V8 > DK
1280, RIEEMILOFA S ZUT, BB A~ D
FE NG D AN AL 22 B3R Sy R~ E AT T 5, —ARAY
IZIE, ZORERERE RO R, T72b bR
fihe 3%, MEO FTERERIZE, thoFHEEY & [FEE,
AR A v (FSH) EEHRLEY (LH) @2
TS O TR AR L o BEIET D, 20 2 D
AFE AR AR VR T, FREECIRATHE A m L T,
WTp HREAEN W R — v BT, BRMIZIE, FSH
IEEMFEENC VD, 2o P ESEML, LH o
EILFEINEIEATICE L < #N3 2 (Part et al,, 1996,
Shimizu et al., 2003, Swanson et al., 1989, Gomez et al.,
1999), Z > Z LiE, FSHZE L L TH TR DA
WIS, LHIEEE L CRlihig IR I /ER & 5 Alae
RN EERLTWA, FaEflzbix, VX0
FERAFERIR R 2 AW T, FSH A& TR BR 46 D 5|
oA G gL R DB LES T LR
RTZ IR L7z (Ohta et al., 2007) .

7 XD FSH 2%k (FSH-R) ¢cDNA %7 m—=1
L, TNEFEICUTHER U AR R0 %
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PURIC FSH-R FRRPUEAZER L, Zhx v CTFR
T® FSH-R OB ~T=, ZOFER, FSH-R D%
BIENLIX, A7 v REAMIETHLT7A4T v i
Je & kSRR A B Y BTV B U A TIER LTV
LT EMHIBEMME TR ST,

NF a1 AL ADFEEE TR S 7ok 2 2 IR
7 F X FSH (r-eFSH) % 7 X O k5 H 0P E 3812
WML CHE L& 2 A, BEMAOHM O R 1

BV D —BEOR FERRRENFEI N, =
D r-eFSHIZ X > THE I N TEMIT, AS AT
A ROBIEERO A 4 2T 1A ROl B 5
HAT O A NiEWEESE -3 B - KERELNI K FEEEE (3 B
~HSD) OIEMEREAITHD U r A X A2 L > THD
2 BTz, reFSH 1%, & L THEERLVE Y (11- 47
FF A RATF Yy (11-KT) ORETOMEE % HEF
4752 L (Kamei et al., 2006, Ohta et al., 2007), Lk
BICHE LTW5D & 91 11-KT 1, ¥ TFERGHEE A
TuA RTHDHZ END (Miura et al. 1991) 225
FSH O ~D EE R EMIX, 11-KT OpEALET
B, ZOELESNEZ KT, KA ERE2FHEL
TWbHbDEBZEx bz, LaLiedb, FSH-R A
ARENIRAEIF AR 2 B BTV B U IR CHRILL T
52 LB, 11-KT OREAFELISNS HAT 5 OEH
BHHHEDEEZLND,

11-KT 1%, Idler (1961) BTk » T, AADOR=H
1 (Oncorhynchus nerka) T, TSR LE L
LCHRESNIZAT A R THDH, < OMFETIT
ZDOAT aA RIFAEFEBPRIE A VE > ORRIZ L0 R
HCHEA SN, BT OMETR ., i & EEs
A Z ENmBNTWS (Billard et al., 1982).

L1-KT OFF T~ OREIL, v X ORERESR TR
B TITONIRTZ HOMIEIZ L 0, BEICH DN
TW3 (Miura et al., 1991), Z DML CTlE, 11-KT %
L-15 ZFEARE L-MIE 2 & /W BB L,
FEREIAO A2 FFOT FXORBRE T &, BT
PSR Sh, BRI OB O R ARV 2 5
—HORF IR A FHEET L2 b, 11-KT Y
FXOTIRFENTTHDHZ ENEH SN, X
¥ a (Kobayashi et al. 1991) BL A b (Amer et
al., 2001) T 11-KT M TR EFLET HZ Lnb,
11-KT 1%, AFLBOB 1 ERFEER VT THDH
REMEDS R,

11-KT DREFIERFEED A =X L%, ED LD
LD THAS I 11-KT OZEERN, B MY
AMICRILL TV D Z &5 (Tkeuchi et al., 2001)
11-KT O} T R~OERIZE /L MY il Tcof s
DOWEFEEEN L TNDHDEEBEZLND, Z T,

hCG #& 5L 5 U T X OREFAFHERFC, Mg
TO KT ®RF LLEMT 528, Z ORI R
TOFBNENT D cDNA DV u—=1 7 & ERF3
BIEMNTIC Z VT2, ZOMHTIC L0 35 FE O
TR DT T2 =— 7 7B 27”7 cDNA 7
n—2 %552 Lk L= (Miura and Miura 2001),
BHNTZ cDNA 7 o—2 O T, b EEALAERZ 7R
L7zon, 77F VB EHI 2T —KERLEY
(AMH) ThoT=,

TIFEUBIE2ODT VI FEL L BT 2=y
F2 6725 TGF- B A== 7 I U —Z/T 5 &
KOWENRNTTHD, 77FELBOUFIHKEET
DOFRBZFIRIZ L 2 A, BRGSO 5] X &350
NTZE% ORE R TRANGED DL, T ORRBENITAE
AR O X EF CTH H L M UM TH o2, iz
FEHLIVE B O Tlix, 11-KT ORIz L Z ol
FEIOHRBE LI FEINTZ, ¥4 =—X LA
AL —PNEHRD CHO Mla D5 8% 2 FIH L THLA
Wz Kz Xy 2ER L BHRGBEEEZAWCT 2
F v B ORISR D E B 2/ E R & g dT L
T2& AT 7Ty BITEEMIEOMEEZFHE LT,
UL, 77 F By BILEE AL EORE %758
THZLILTERDSTZ, ZOZ XD T /FELB
X, KR O A FE T AR ThdbDEEX
iz (Miura et al., 1995a, b),

AMH &7 7 F & o L[k TGF- B A—/3—7 7 3

—IZBLTWARTTHDH, AMH X, ZDL4HIN
AT LI, FHETIE, 27 —KREORAELM
Z. AAOWSCICEEREH R I-THFTH D
(Balanchard and Josso, 1974),

7 F X TIE, AMH TR R TRIL TEB Y,
hCG #5012 X 28 TR B LA IS R T2 - & L
Trn—=v27&n7l, AMH 1%, REKEOE/L b
VI CTHRILLTEH Y, O mRNA OFHLIX, hCC
DIrT2 59 11-KT ORI L > THHAT 5, CHO
DIBRICL VA Z AR T T AMH (r-eAMH) %
ERLL ., 7 TR O AR R 4 VT AMH OFE
TR DHEREZ TR To, T DOFERE. reAMH I,
T-KT 12 & o THEE S35 55 FU A o H8 58 4y 24 % 1
Ml L7z, F£72. Pl -eAMH HUAZ BEEIICHIIN LT/
JRERHIIE & Eov b U MO FE R 2T o728 25,
Pt —eAMH HUIR T, A& U IR O B3 4y 24 % 358 LTz,
INHORERLIY ., AMH L, B BEHIA 7 & L
T, BFEROBBEMZ 5BE RN H D 2 &5
Lilpolz, XA OMTH AMH L, KTIERO
ﬁﬁkk%’%@%ﬁﬁﬁ&#é’kﬁﬁiéﬂfﬁ

% AE LT, AMH IZ, FFIBR OET 28
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ZATWDHHEDEEZBND,

RIT, AX B ERNTEUFRICE Y, AMH (34 5E
Wi |2 B2 U 72 AR JRR SR AL O 2 3 5 2 &
(Shiraishi, 2008), % 7253l D A4 2 D A FliHh e o> 1§
W22 5 1EM (Morinaga et al., 2007) 238 % = & 28
WMESNTEY, 2 ZCHH LB T ER~OERD
E T, AMH IZEIEO AT OFBLGIIx LT, £
HRARRTFTHLLDEBZZLND,

B ROERHEE

FEFE O RS RO A (1% 19 B BORE RUME ) 1%, FSH
BELOI-KT ORPLIZ L > THlAH S 45 BEFE D
H, WHOREA~EBAITL, Bl 222, fEOE
TARERRLEY 1T 0,20 B -Pk RuFy 47
V7% =3-A4r (DHP) (X, Z OREEHINE DM
ZBAIRIZ & > TS T LR WHRTTH D Z LM
WA 52272~ 7= (Miura et al., 2006),

BEARB LT L, AEROVEREC, SEUR IR A o i~
DRFBUAG 7R L HATHD A ADAEFEIZ & - THEER
W Thod, £z, BEEZZOFHEBY LM T, HE
FIVE NI EFHET D, DA ZADOMRFIZE
DDOHRNVE VR, A ADORMIZHIERT 5,

T BT, RIS HE O M o DHP & Z84b
EIARD L, EIHICORE Y —r & RO
I CO/NERE—27 D2 ONROBNDE, ZDH
BHEEIIHA O DHP O K& 72 & — 7 1385 1 O kU B -
THN, ZIUCET ARG TS, — ., KEEA
JaaHE o> DHP O/ & 72 v — 7 1%, 1985 4E LR &
LTS (Baynes and Scott, 1985). % DO A& 1L
HnE o TR oTe, I bR — 713,
ZODHP DE—7 OFWRE 7 F X OEBRREHWT
fRNT LT,

7T X TIEDHP B L OFD L 7% —N, KT
ROWIIRFEDORE R CTIHET D52 &b, BT ERO
HIAEN L DHP 2339 5.3 2 AIREME S MV, & 2 TR
ERERICDHP ML TR Lz & 2 A, DHP X
FiIFHIRL > DNA B &2 #FE LTz, Jelcak~7= Xk 91z
11-KT 1%, KRG OSIE &% 5 < RLVESTH
D, BHROEBEZR~ZOFRLVEVZRNLTYL, BE
AHE O DNA GREiFE S b, 11-KT & DHP O Rf%
BRI, BRP TORFERIZEES 11-KT
L DHP OB 2~ & Z A, KETFEARBGE &b
WCEF, 1-KT 23 FF 8 CREA &L, fiel ¢ DHP 235
EEINDZEBBLNER ST, EHIZ1I-KT 2k
MU THRBEZ ARSI TEAR T 5 & FEEIZ DHP % &
HEF B EMD, 11-KT 28 DHP OEAZFE L T

=i Ak

LHZENEBMNE o7, 11-KT I X % DHP O A
DA T = A LDOFEMITI S TRV, 11-KT 23
P450c17 72 E OREHTO 2T 1 A NEEHEESE O3B
BEEIEDLZENG, II-KTIXAT 2 A REAK
FRBIAE T 2 R DR BLA FHEI LT, DHP O A
ZHEIEILCWD LD EE X Bz, RIZ, HiDHP #L
AR S L N Y RO EFREERICEML
TDHP DEMALEL, 11-KTICLVFE SN LK
FIRIZ ED XD B e 52 a2 L T A,
HLDHP HUAIZ, 11-KT 1T & » THE SN 5 K EMM
DHEFEITINEH] L 72 A8, 85 R B ARIRE oD A= FE AR o 0
DNA G EMA 5 Z EMB LN E /R oTz, S HITHEER
Fi#E R~ DHP ALHR L, RETRMIIRIS S U, I8y &l
HICOFIFY RO A 2 \ZAEFA 5 Dmel K Spol 1
DFHLRC, ALy H % L 2 S 720 SR 2 5
L TR RN BT 5 )7 b R~ iiE & HEBL
SHDH T D, DHP I G E O S ELOBG D
FlE&ES K NTFTHEZEBHLMNE RS T,

T DHP 23, K5I D A 72 b T HNJERUC B L
Th, BHE - DHOMBEFET LD, 4 b
7 (Hucho perryi) B XA (Cyprinus carpio) DIP
HEEREEZH W FEZRIZL > TREhz Miura et
al., 2007), A ~ U OINFMIEZE % < STIPRAE S
Fd LU= A QIR 2 LY Fru 72 IR EG A 00 A %
G UM R R DHP 7213 B2 23N L TR L
7-& 2 A, B2 2T L TEE L= YPEL A b oo PR AR
Bl Z A 20 & D DNA BRI AT b= o
W2k L, DHP Z ¥ L CTEEER L 7= IR 7 v oo ZE il
filZ, DNA AR AIZ R D & & bio, WEy 20
DO~ —H— L7325 Spoll DIEEL L T 7 b x~Hirk
DB U2, Z ORI, W1 O AL TIL E2 30
U O #2355 L, DHP 2SS FIRAR DS & [FIkk
2, B A RHORMGEFET 5 2R LTV,

PLEICRT L5, #iEARLVE Y DHP X, B
BE K ORI AL DR L C b I — R OB ts
OIS TER B RWR T Th D Z ERB 6 e
o7,

DHP LB D38 4y 2 D B his il SR A% (2 B L C I,
BE DHP IZ L » THBE TORBNELT 2B D
Ju—= 7R ToTCEYD (Ozaki et al., 2006), 4
BTN EA T O bl s,

72D EHE LA D Hil{ED
FOHOEININCIT, MEREE &, BRe AR RS

TRz END, AATIHIEIA - JEIE K OWRHLIE
DREE, BXOVEIN, 42 Tid, W& I ENn5
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KON, K2 PE D KR EDOE LW, KK
DR DEA & Z U O FF DOIEBIRE DS LY
kG2 ENENTH D, S OB OHIEI T Ak~
BRASWRTNEDL D, 22T, Z2abno b, K
WCRA T B ASERAT L C & 7o 1 DB RE D HEAF D N 53 Wk
AR & ffR S 2,

FESRHI D A A TIiX, FTEENS D LH OFEEZW & |
LH ORIPLIC L 0 R TEA I 5 11-KT & DHP @
FELWIIFEOBEMNARD SND, I OEIOPNSY
WD A R & AR E LSRR E OIS —8T %
b, LHZIZ U D &3 5N IR T 3K RO
BEANCEIRT D b DL EZ HND N, TOREMD A
= AAFH LN E T o TR,

PESIHNC KL = Dkk % B D 5 B K E O L
EHICHEROIX, KT OEIROEETHD,
T AZILD LT OIREDAETIL, LRELIZEZD
i, EEHEE o TR LT, TR AR
T, BrPEESEEEE T2 enbE ot ioT
W5, ZORETREAOIBFEL, EEE N ORI O KK
TCTH DO EIREEA A OBIMNFES pHAED |
FICERT 5, —BICHRBEOEIERD pH 1L 7 Fit: & H
PECTHLN, A LT-ABEORBIEO pH X, 82059
OTNAVETHD, O pHIED _EF-HBARLAKE T
IEE T, B O cAMP 283N &, K110 ES)
BBExH25b0DEEZ 515 (Morisawa and Morisawa
1988; Miura et al., 1992, 1995; Ohta et al., 1997),

ORI S WM ORI AZ T TR Y, o
BB XY 3 TiL DHP 2 Z O o il # 1 B
DoTNDHHDEEZ LIS (Miura et al., 1991 d, e,
1992), DHP % i #& B PEA T DRI 7-Ch 2 2
(Ueda et al., 1985), Z OF¥5+ THES 7= DHP 23 F5HE
D pH % LA &, BrICEdEE 5220052
5N5 (Miura et al., 1991d, 1992, 1995¢)

FEH

KNz, ZAE iR L7k TR & OISR s i
OHEERE 2~ 7, ZORMNRT X 9T, HEMEO
TSN DR TR - 5T RIS\ 2 28 T A
F2 & GRIFHIRR O BETE D~ B IS B IA E T OHIHITIY
BRI, AT A RRLELE2HLE LTkEL 72
NOWR T, BILOZH L ORI I X - CHIHE
BT Dk e s X T RO REEIR T L o THHEC
FH SN TND, A FT VA G TS TR
DHH, FEETRE UL, BT RO YRR & INE
ROV O HIEERE X, LEANIEF ICZ NS
RSN RS- ETH D, IEATIZ, Wb

] B 11-KT 12 X 2 20 7 JFU e o S AR R 1T e 23|
E2 1 X 5 EA5S5ETFE, DHP IZ XL A 2L otk
72 L, TR O CIRIERRCTH D, 2
D E D \THERERSR TR T ORI TV B8, Bl b %
I L7e N D S DI 2 ED 5 Z L2k, MR
EFER D NBIEAZITH T > TD, B &
YRR T D E N E N DB R OfiFRO—BhZ 72 5 O
TIHARWhEEZD,
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Fig. A schmatic summarizing the possible control mechanisms of fish spermatogenesis and early oogenesis by

steroid hormones.
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