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Gonadal Development in Anuran Amphians
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Abstract: The development of vertebrate gonads has been extensively investigated. Anuran amphibians are
good animal models in the field of developmental biology because of their embryonic development
independence and observabilit. In this paper, we review the research progress on primitive gonad formation,
gonadal differentiation and development of testis and ovary, as well as gametogenesis in anuran amphibians.
Primitive gonad formation in anuran amphibians occurs mainly during the periods of gill cover fold and
hindlimb bud formation, and that different species show slight difference. Gonadal differentiation is usually
marked by the presence of oogonias or ovarian cavities, but not for some species with primary sex cavities.
Support cells surround the spermatogonia to form a seminal vesicle, and the cells in the vesicle undergo a
series of activities to finally discharge the sperm. Ovary is formed eventually, due to the the oocyte

development and disappearance of ovarian cavity, and the oocyte divides discontinuously within the follicle
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and finally form egg cells. The gonadal developmental processes in anuran amphibians are similar, but also

show differences between species.
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TG JF2 AT 2 P i B 95 TR 1 TR 1 T
s MERROE . RS SRR LR E DAL TR A
SdtE. BARTRAYMEE 7 212 M (B8R
KJEF: amphibiaweb.org), {EXFPE IR A B L 72
HHERA M EAEL 1%. HEREE
ST B e L . VRS S R B IR

TR HAEHES TN R B 2 18]
FEE—EARACM, (R  t  B A e e . 72 I
GETERRTE O T, TCRMAEZE (Aguero et al.
2017)  BE 5 fa (Raz 2003) #1152 (Bertocchini
et al. 2016) HIJRIEAFEAMML (primordial gem
cells, PGCs) HHEFRkE, 1A R

(Johnson et al. 2015) . €472 (Bertocchini et al.

2016) PLK&/NE (Mus musculus) (De Felici
2016) T2 Hy 4 M 5 S 0 A, iR 4 A BE 2
(PGCs) FIA FRIEXT T3 AL R A &
7 X (Crother et al. 2016, Whittle et al. 2016 ),
FEPENR AL TT T, TG R PV A 4 ) b 2 R
€, ABRE I 5y %2 B PR R 3R DL A S T il
M (Nakamura 2010) , Ak SR 3[R 5
PR E UM LSRN 528 AR Y M ) ok
E (ISR ZHfde) i E (Lambert
2018) , IXAHICE PIWISRAE PR NE ) o E 7 1
HUHIAE B o 4 Ak 7 T B A R A7 (Miura
2017) o fERCTRATTH, TSRS T
EERENFDKE, HIBEZE, MHETH
FENME AP FE (Griswold 20160 , TG
JFE I AT S AT e 5 A R TR 1 R AE IR NI AT
(Pierantoni et al. 2002, Ciaramella et al. 2016) .
[F] IR G 2 PR AP A5 2R ) B9 B R kb 1 IR L3N
VIR RLAS 5 3R A5 51 BE 20 P DL R B 1 0 R0 N SR
R BB, T2 T AR KA
FIAH A 90 (Tandon et al. 2017) o AR LA TG
FREYEIR K B, BN Fi it
HIRZB%,

1 JRIRTERR AR R

PR 32 B H AR TR AR B AR A R A i, e
JFE PSS 1 A T A0 S AR U T N TR JE 1 S A A2 B
YA (FRRBH 1987), MR AGAFEZH ML (PGCs)
T T I i 22 85 58 G 7% R N TSR TR U AR
FEIE N, G TR AR T R T 46 (B 1a ~ ¢
ARG 2 FR B b AR b R A S P — 2R AR
IPAT RS, AL T B T 7 IR S Ik IR BE |
(7] I A= B U6 ) o7 B8 E G e P G 3 oh R AR ST 1)
(Wylie et al. 1976, Ogielska 2009, Piprek et al.
2014a). EHENL T, AFHIE AR F IR LT
i (PGCs) 1T AT TR TR, IX M 5
GRAETHA (PGCs) FHEAN 217 T AL FEIE 1 T B
(Hayes 1998), {H{EZR J7 % W& (Bombina
orientalis ) (Lopez 1989). £ %% it (B.
variegata) (Piprek et al. 2010). 75 (Fejervarya
multistriata)(Z53& 2008 ) 7 45 4= 7 40 il (PGCs)
FPEAKMEIRAL BHT, 28L& RIS S A THIF 1)
e BIRATEERA LA, HEEN N
Wl bR 2T aR A, IR AT,
{8 JE 4 A FE A0 il (PGCs) BIA £ 244 & (Dubois
1968, Piprek et al. 2010). A I & 4 ff 5 5
RSN (PGCs) Hefi 52 -, JF5e 478
RGBT (PGCs), BONMEIRZER M F Y
AipE. RIS JEaRETEA (PGCs) k2 A 2 A
Kiazhaes, MONEEH RIS —ZE, MoNATE
il o

RGN (PGCs) SERiER G, M
PRI E R, AR AR A, LA )
WAL BIVERR IR NS, EFE B ) “iT
Ui X3 TR — N B BRI 4 ], sk
FERET o TTAZE B B Iz XA AL AR B
SRR RSN B BT, RIS SR T o AR ) o 48 g
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Fig. 1 Illustration of formation and differentiation of primitive gonads in Xenopus laevis(from Piprek et al. 2017)

a. NF (Nieuwkoop et al. 1956) 48 #, JiUf LA AN IMIL K R i 2 BE N A BE0T , A1 SELURS T R B O S M 2K, [ i) J A 2
ORANEIFAEHENG R b NF50 3, R A= SN M ok g AL S AN, A R T b e 0 MO S S 2R il BRI, I ELJF A i A 52 3l
BEAGLE (B'S) MIEEIENR: o NF52 1, PRI A et N (LLEsis) LTI A TR B, 5 R a3k R s IR da ik
Ji: d.NF55 30, SUUGNEA, OURANMS R EARE, PIEERIE CREE) R SBT3 RITR; e NF55 . HLIUHS
BN, KRR SRR AR O R, TR CREFTR), [ AN 6 BT IR0 5 2T R g 4

a. In NF (Nieuwkoop et al. 1956) 48 stage, primordial germ cells enter the genital ridge through the mesentery under the vena cava, the basement
lamina where the genital ridge is formed disappears, and at the same time stroma and melanocytes also enter the mesentery; b. NF50 stage, the
primordial germ cells are renamed as germ cells, the gonadal surface epithelial cells proliferate and generate basement lamina forms, and then
cells begin to move inward, the basement lamina at the position (asterisk) disappears; c. NF52 stage, all the epithelial cells on the gonadal surface
enter the gonad (red arrow) to form medulla, together with the cortex to form the primordial gonad; d. NF55 stage, in the early ovaries, the oocytes
are connected to the surface epithelium, and two basement lamina (black arrows) separate the cortex, medulla and stroma; e. NF55 stage, in the
early testis, the spermatogonia are surrounded by the pre-Sertoli cells to form a basement lamina (black arrow), and the ingressing stroma

separates the spermatogonia from the surface epithelium.
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(Piprek et al. 20100 WL R, 4 It 7344 1A ]
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BINERR R, X EB RN TR 8 B 23 At
IRk G BB TR (B 2), RILEM
WO, JRIETERRITE e 4k O BRI
I B ) A7 AE R ) 22 57 . W0 FP LR R b R
(Bombinatoridae) ZR77EUE (Lopez 1989).

Z B (Piprek et al. 2010), fiFiEfl
(Pipidae) #i JI#fE (Xenopus tropicalis)
(El-Jamil et al. 2008). AEHHJINE (X. laevis)

(Piprek et al. 2017), k%l (Bufonidae)
idEkE (Bufo bufo) (Falconi et al. 2004). {£i5
WEdR (Strauchbufo raddei) (¥4 2011), W
IER} (Hylidae) %% i = 31 (Dendropsophus
molitor) (Pinto-Erazo et al. 2016). K& piE:
(Scinax fuscovarius) (Goldberg 2015). Pseudis
platensis (Fabrezi et al. 2009), #ifkF}
(Microhylidae) Tig(lis (Microhyla ornata)

(Mali et al. 2015), X HH:AE} (Dicroglossidae)
-1 Bk i (Euphlyctis cyanophlyctis) (Phuge et al.
2013). FlE (F3% 2008). WM (Quasipaa
spinosa) (HFFE2E4% 2018), Al (Ranidae)
I iy (/R i (Hydrophylax malabarica) (Mali et
al. 2015). E¥I#E (Pelophylax nigromaculatus)

(Tanimura et al. 1989). if/KEE (Rana
esculenta) (Bartmanska et al. 1999). i (P.
lessonae) (Haczkiewicz et al. 2013). it (P.
ridibundus) (Bartmanska et al. 1999). i

(Lithobates catesbeiana) (Chavadej et al.
2000) . FEWiE: (R. curtipes) (Gramapurohit et al.
20000, FK#HAKEE (R. temporaria) (Ogielska et
al. 2004). HE#kiE (R. chensinensis) ([ffFEE
& 2008, 5% 2008), MR} (Rhacophoridae)
H A M (Zhangixalus arboreus) (Tanimura
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Fig. 2 Comparison of the gonadal development stages in 23 species of anuran amphibians
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etal. 1989),

T RNIR IR IEYERR Y AL Th7E G25
G26 1, ISP Rhi) 3 A 6 55 R T BORT S
B EF IR E DRI 55 R 5 B2 AT DA v e
RZ B R IR 1 BRI B AR & . (AT
FORDAEBRIRIE (M55 2018) o, CUIEKE
O S ACE AE N A B IR B R A
RATE G25 W [FIBAHEFCRI, AR40 H )
KE GRS R 2 RBUHR, XK
FEYRE IR G AR — BRI FE, PRI
KABMNEHERA K (Ogielska et al. 2004) . Kt
ATV, ERIRYIF R K BN, 2
KB I HAZEIT, A R EIn _ AE B I TA]

S, TCRMINIZEFE M TERR L uad FE 2
FEARTERE, (HRAH R A T4 T .
— 5, JRAGEAETEAM (PGCs) M IEZ 323
LR AT S — RIS A A TR I,
AEPHTCRE P LAYR S5 240 i 55 4B m) 4 5 24 i
A0 5 18] P 5 B AT A i 4 A B 40 i (PGCs)
RFestE, FIEIEIEL NI BE-cadherin Rk
(Baronsky et al. 2016), J& 34 @it BFAR R 46
AETHAIML (PGCs) 544 M 1 B
EHEMISEM )] (Dzementsei et al. 2013). B
£ SDF-1/CXCR4 {55 5] S4E T s LM
i (PGCs) IERZBIARKNERRALE, 18] 5K 5]
A KIF123B FIAEJA G 3 H XGRIP2 ML #4842
{5 77 (Tarbashevich et al. 2007, Takeuchi et al.
2010, Tarbashevich etal. 2011). BRI TR
WIRIFGATEA L (PGCs) iITFE RS T —
SERRNNIR, H I FZEELT R L]
EATEATERE , el 2t 46 A FE 40 i (PGCs)
U AE AR A I A5 1B A% B iX — S D IR N 2 LD
(Grimaldi et al. 2020). 5 —J51fl, ‘EFHIKH
TE R RIAEAR 8T AH OC R R () 2k, (HAE TG RR M
WA D o FE/N R AETE IS Y SO RE
Gata4 1 Wtl FER 53Rk, 2 )5 Sf1. Lhx9.
Emx2 Fl1 Cbx2 fili&:3£1% (Piprek et al. 2016).
SRIMAETC R, KIN Gatad F1 Wil g5
SONg /4 (Livetal. 2016), HEEHS5

AFEBE R, VSA Tt Aok, TR
JEIRAETAANME (PGCs) FIITHE LA K A= I T B
F 737 LA AT BE 23 B BIE 7E Y B 7 1)

2 PEARE R REY

TC R PAIMGRNVE R AT 3, 38 A4 O
BUSAEH Bk e, MR (- 1d), AR
UM T R B X, AN E AR, (HRAE
PER AT G6 Ja AN A, B8 B A 2K 22 4 e 1z,
TEMERR ST S — AN B2, RIOPE .
FEREYE (B 1e), A= BE 2 m)AS i 40 i 23 AL,
FEEVERR N FE B, FERIERTRL, B S HE R
RlG o XM B I vT R & 1Y 58 iR T Bz 4
Mt sh i b IR A ME N g 3R, RN &2
[ (1) 86 B 0 0Rk 55, o455 Do 4 i - SO A 1k
MRINEE (Piprek et al. 2017). HHTHKHI R
2 DA S W S ) O SR B Gy %,
VERPERR 204k P AR 7 o (HE 72 5 i W ik (Falconi
et al. 2004). fEIFHEER (HHF4E 2011). Pk
(FZ 2008) Flpifn: (M5 2018) 1)
JR G T R 2 R A AR PR s 254, I (AN e
T I e B R A R 1 S A ST AR PR AT
F, IR AR A R b A s R &
A4k, ROGE S oA FE rR AR s 3 %
FCON SR, R T R AR AR s E oA,
RSN BUGE  Faleoni 4 (2004) £
X e b A P R A FRER Y AN AR g AR
B, RISP S RIHITE, ERHRIK
G (AT . BEEVRIE IR B AEA B
W2, —Hor TR PSS A I 4 [ EEAE 23
WX —BLR &R W5, W7E Pseudis platensis
(Fabrezi et al. 2009). @Bk (Phuge et al.
2013). %EWptE (Gramapurohit et al. 2000) DA
N AR RN AREE (Hsii et al. 1970, Rodrigues
etal. 2015) ) —LL9&A /- M, JRAGTE
JRAe AR B OO, R E i O BE4H
JRLIB AT TR ks S . B LA JG R PR AT 2 1 P )
AF-1E M A 27 E 1 1) E HE ML 2 39 S5 A IX — 3
T, AR o] RS2 WPk i S ) A R AR Bk
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ghky, RT IR TE R AR IE D, ik
gk — 2.

L, REZEERBIIFPIEAEE — A BEFR
N EEfE G EY (Bidder’s organs, Bo) [45#4
(Piprek et al. 2013, Sassone et al. 2015), ‘& H
ATEIRTEOR B MRG 45k S5O0, (H
B IR IR L o ERAE ERAS AR 1 B oAb 2 T
WERE RN AR A T, Bl i 30 AR R A
PRBE, AR AR i 2R o PR I ek R4 IR
AT SALER, SEAEKE Y B I EESH
M, fEkRSEAE, KUK E RO, Jm4
JRAGIF (Abramyan et al. 2010). EEfECES K
YERI M ANTE 4, 7T RES5 2R BB TP A %,
AT RE S i ik v BT ) R I 7Y (Piprek
etal. 2014a).

o RV AR 2 R b 5, & AAHIA]
L 2 [R] — Wy b v o A 1 TR T 40 o A 2
Jt. Ogielska &5 (2004) ¥ JCE PR UM H 5
XI5 10 AN B, FFIX 5 T =M
FEARTY,  FEARIS TE R IR P SR 40 AL & 46
WA, B A BRI REAT i, HP
FREEV ~ VI, sy, RIARZS 5 s 5P 51
N TR IO BELR A, BIAEEIX ~ X IR
GEM, FRARAS TE U YRR O SR AR AT AR AT R
Bord. RZBMETHAR ., B RY i
B, HETC WARE A b iR DL SR iR
(Bufotes viridis) (Ogielska et al. 2004). Jii#
TUAE Ogielska 25 (2004) 2 J& [KIHF 70 AR Wk
KB, Ui Pseudis platensis (Fabrezi et al. 2009 )+
i (Haczkiewicz et al. 2013) FlZz 55 &
I (Pinto-Erazo et al. 2016) %5, FWHINNE
S 17 v O P AL IR B 2 AR AR TE IR, 2
U RR A ] (Pinto-Erazo et al.
2016), fHIXAEHARYFP A IFRIUESE .

IR ARG INE AL ARSI, TE R PSR
F 80 O A A 73 =R R A (Goldberg
2015): FEAM, RS /INELEARS MG ik
B, HBRNERBRZRTN B, Ak
INETEARRZ G . K2 HPIRTE R Fh

AR NEREATIFEHI, JBTIRER, FA
RUAIE R AL

YRR AR R Z AR, R —2F
Fo BLAGE S A R WARAEZ e ] Tt e
AT B Y O L A& T Y, (E R ARG NVE AD
B —IRAIRZ JGA I, RN @K
P 14228 JE4X (Bartmanska et al. 1999), Jf
A AR AR AR O SN R T, R EE AT
BV BoR MUK ZE 7, (B — ] A
BN RE SNk 7 A i, B E
W IER . Rz, SREIE SRR, K
HMEA— 8 2 kAL

i N9 YA ) W TR A A = AR 2
(Gramapurohit et al. 2000, Piprek et al. 2014b,
Goldberg 2015): —&70 b, IR IERE
PN ERBON S AR, TRIRLG
PERR A RCOR L, B E — Bt 1) Y AR KR AR 73
RS, RIE RN R =,
JRAEVEBRSE 7 A B R B, SR i 108 A e e iod
UNEL KB N SE HL. SR, BRI — U AT 4R
HH 5 N PSR 2 A SR R BEAT FE R I 18
(Mali et al. 20150, ABATN AR 3L
RIEIWIREIRIF A, PrigrgE o3 AT
FeFEAS AT 8 20 OF BER AR 1 i R A A AL
1M Phuge %5 (2013) WHEAK, Ko AATLIS
PRI, R 3 22 AT ST R]
AT FEAFRINE, 3G RO — IR R
A E S — AT TN TR AR A I B ) g 3
GREL. JRATERIN, Fl—PFrAE 7 A
FNAFI AL, 51140 Tanimura 25 (1989)
N H AR 2R 8, {H Nakamura
(2009) JUPRE A AR MR, KRR
JEE XN AR E AR E S s Bk
FHIA, At AR AR 8 SRS B O EL 7 AL,
MR T = F 2 0. R T Hiish
PR R 3 A6 28 Y B 1 7 2 BT I 8 (Eggert
2004, PR i Ho% B Witschi (1929)
Feth,  FCR IR AR IR A7 LE = AN AN [F] (1) ) o
B, AR, HEME UK AEERS A R
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SIACHFNEE, HEMED RS fE Btk
FhEE, HEVES R AR IAME, Ko R
Hp o3 AR B LE 52 AL 534 2 AT HR 28 AN [RI R
(G0, AR R ) B A . NS
R TR LW, R R 45—
R TR WAT

Lra AT, PRSI R B )
AR MAF S, RA DB AT R, R
RN o A B A S R o A AR R A e —
W o ZEE N APIRB I B A R B AT 43
NFF: A, SRR PEIR B L
TR AR, 52K HH O 1R 42 A0 T ko
MRYEHEVE I TR Se 5, R UA] 43
Kot A B (R A IE RS e 5 )
A0 B 2 Clfi P 2 A H IR AR 25 58 B2 T
XD MR ORI S R G K E 1A
HERAERIHHE SRR, WNE 2 TLUREL, K
TR BR S E T, R E M
J& T RIS 0T, I B IG5 A
EARRIEES . FlnrERNEERT, 2 im
Hl g T Y, T S R TR A,
Pseudis platensis J& 108 . H 5 [F— 4 Fh
HH#E] e AN R 7 A6 AL, an =ik (Hsii et
al. 1970) AR AR (Witschi 1929), R 17
FE S AT 3 AR PR Fh o3 AR, 5 2 D0,
S 1 eIV
3 BRAEMETFRE

TR BEMWEERLE 58 10 MrE
(Haczkiewicz et al. 2013), 1 ~ 3 [ BEN AR 1L
PERR: 25 4 BB, AETHANMEE L RIS R 4
M, BRANFIGORE S AR R G B, IR R A
YHM (CGCRFAHMAT RN M) B WY AR RS
B, S BBL WIS IRAIMAr SEsE; 2R 6
BB, K S 2 P 5 A 408 1R SRR 2 B — iR TR 1t
Vi) Jof2 24 L R iR AP e G BB R AR RS 2R, T B T 4
MIFFIETE R A 58 7 BB, AR R ER
Bn, SEAEAE, [EFAS ABEITE 10
TEH 8 WL, WEERIKE T RKATHIR, RGHIHR

K I A S AR S R A R B, R B Th AR
RIS AN 28 9 WrBL, o201, 4
FERIZE A N AERSNE (B3, %
FUMIE IS B S AR INE HIE: 205 10 BB
RS R AT TR, AR /INE R A R
M FEELEM . 507 REARR, TR EBEED
ARG T KA —ANESNSRE, HHAEEL
S FLRAS R AR, BT R 4
MU 2257 2B B K BEAR B Jsk B 7y 2L B B LA
FAE T I AL (Pudney 1995, Yoshida 2016,
Haczkiewicz et al. 2017). HEMEAMAYE R340
o, RN ARG IR, A
K RAERTIG . VIR R AR RA — MR
A%, A RAZ AR BEY b AN 5] 52 30 o 22 e 4
— R A MR S B AN KU B IR,
IJTUlE  CAl-Mukhtar et al. 1971, Kalt 1976).
Rhinella spinulosa(Bustos-Obregon et al. 1973).
R. arenarum (Cavicchia et al. 1983). 22758k
i (Pachymedusa dacnicolor) (Rastogi et al.
1988). KL (De Oliveira et al. 2003) #
¥4 (Physalaemus cuvieri) (De Oliveira et al.
2002); 1M1 74— Rk, dnjti | FEE (Kaptan
et al. 2008, Haczkiewicz et al. 2017) FIE 40l
(Hoplobatrachus rugulosus) (Manochantr et al.
2003, AT 520 A 200 A R R O
W, NEMIR.

W) R J5 A i B IR B ] R TR 4
(pale primary spermatogonia) FI1{ 4L47] 2k Ji
ZHM9 (dark primary spermatogonia) PHFHEY,
B 05T JE M Rhinella spinulosa (Bustos-
Obregon et al. 1973) b %L 21X P Fh 4] J kG )5
YA, B RSEAE AR (Kalt 1976). il
7K (Rastogi et al. 1985). 284 & KM
(Rastogi et al. 1988). @Bkl (Pancharatna
etal. 2000). JHHEAIHEE (Haczkiewicz et al.
2017) SEWIFRBESS o VR AT N D 20 P A G
R s), MpUEN, e BIRER, BA
T4 DI RE W RENS 70 A0 TE BGR Gk IR 4 .,
DT IHE S A ) Z00HS Jit 40 L A e R DR S D 1 448 i
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B3 HRPMNERER (3% Haczkiewicz et al. 2017 2241

Fig. 3 llustration of seminiferous tubule (from Haczkiewicz et al. 2017)

VIZHKE IR AN, Primary spermatogonia; YXZAG R4, Secondary spermatogonia; HIZAEREANMI. Primary spermatocyte; X245 R4,
Secondary spermatocyte; A% F4Hfiil. Spermatids; 4% . Spermatozoa; [A]fi4lfl. Leydig cell; Ifil%. Blood vessel.

(permatogonial stem cells, SSCs). VRAHIZH
A IR AR /N, A IR AH M BTURT S B S G )5
PIAIREAZ, R GUHRE IR A 73 2E UK RS S5 4
Wlo IR RS S 20 AR A NG 2 N Ak B3k AT 2297
2, WA TE 22, RGO R 402 (7]
HAAE R MFIERE, SINERARRNZ, X
— R R B B LIRS AR B, e
MEEAE v 2 AT 2% B9 4 7 1T 7 5 (Kalt 1976,
Rastogi et al. 1980, Kloc et al. 2004,
Haczkiewicz et al. 2017). F5JRAUMZ Tt /b 3
RIR%Z 9 CH 2y R ETHIR BT R, FT R
A NKE BRI BE (Rastogi et al. 1988,
Takamune et al. 2001, Haczkiewicz et al. 2017,
Rozenblut-Koscisty et al. 2017). HRIEA[F 1) G2
OIURA, WIZEER TS E] 6 N B,
L. SE. R, WL, 2
TR B, BE S AR IR R IR BRI 22 g 5
DB RO R TR . T4y 4 A

B BOE ONARRE 1, BEE IS — RYESAR
th, BATRHKET, BT AEREMIHE, BT
HNAERNEE A H (Manochantr et al.
2003,

4 BREKBMINTFRE

LA GRS B I A g, 0T A0 LR AL,
I 2T R R AE O S 1 5= B, R A
RETAME . SRR E S 2R %MK,
FEAEP TS, W IR A RAE & il 4 IRF
225y 35, RN CORVERTAIMD) RGN
JRAHMTE e (ONEEFE) . 16 ANIRIN R
0 EH 200 B (R M 42, AN (] P 9 2 T) EH A A A
B S5 0 O 5 A gk N ekl 2R, A B BRA
i, bR UIF IR TR (Kloc et al. 2004, Sato
et al. 2020). 4414 YNEFAH I 28 HH L& 5 ]
INF,  ONVEYH R IEAE NI IR A [A], K
HAHE, Sk EER, IPHEEWHR, 3
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AW IRIHT B . P S N A K B 2 R,
I B A=\ 2 G S 4] 2 00 1) A R
W, BRI T, T IRV B R B A
F26 ) (Konduktorova et al. 2013). # FR—
A1 B REL B e N LRI, 5 ) O R R R
Bl WIS R I o RSN IR R O . B
YR BEAH R AR R K LA B 5, S8
JE AW /N, FR&H K (Ogielska et al. 2004,
Konduktorova et al. 2013). GFI-RE4HEAE XN £& 3
KA, AREEAD PR BN TE], 453 I (] AN
5], HATE) DR BRA0 B AN T A K . AR 3 B9 BE 4T L 11
KANCAK OGP &, UIFRAETTLI N 6 AN
] (Dumont 1972), % | ~ VT E R 5%
DAI SR TR, IS VI, DR ERANATE —te3k
li] Pt 35 2R DA T BT N 98 43 24 4 )
W, 1R IR R R, RS AR
AR AT EOR A B 9T TS R 2, T R IR A
il (Jessus et al. 2020, Sato et al. 2020).

DT ) SR AR AR T4 (PGCs) A2 HRE
IRAEFE SR T 1), X TR e s A B
X (Aguero et al. 2017). “EFH 5 /& — IS R4
M, EE AR . KR 2R A A L Ath
Madst R, 1 HAORBRANAD, A FE )5 e A 7E ELUR
ELB JE G /MA& (Balbiani body, Bb) A, 7E1I ~
VG BEGH i A ER LB JE B/ MR 1] A SR AR )
W7 R B B A R AR A 1, 5 HoIs e i 7
SEVIHAOP REAR MRS, AEFE R EAE I,
LAEFH A RR O FLEISZFE ORI RL4h e Y, BR
NIFEMEA A (PGCs)o EL/R HLRI B B /M
JE FEAZ A0 M T X SR — AN T R,
Xvelo W HBHATIEMFEALE, R REKEN
RNA. 2R AR H AR A 25 (Boke et al. 2016).
TR LR BRI ANT R A% T B 9 JTCRE P 48
Jutk A AEBE S (Jamieson-Lucy et al. 2019),
AR X A RS A B A O 4 R, T ER AR N 2K 5
M5 R 5 B A 2 L (Shin et al.
2017

A BE R AT IR AR AR FE AN (PGCs) TR
gy FHLE R e A E . (H 2 5 NI BE

(Aguero et al. 2017). /i@ &E RNA 7
(Owens et al. 2017). IR @ =& A A9 Hr
(Sindelka et al. 2018) F1EA4H U] 5 (Onjiko et
al. 2016) SFHIAR, Ko {l X — AL A IH W .
Owens %5 (2017) XFEYHTCEE VI 5P BE 2 (1)
SRR RNA 34T &P 24T, 4
BT 27 M 411 MEEN mRNA, I
P TN E RS, TRER AR T
(B E T A ATk, B R PR TS 5
NEJRIEATEAM (PGCs) RIS 80%
FARSFI) (Butler et al. 2018), X 3% B AR TUlE
JRAGAETEHAI (PGCs) FAHSSHIE 70 T [ B\
FAEFHRHE T TR A S EH .

5 NE5RE

TR IR k& B — 2 R AL
P, ABAN[E AR Z TELE A S A BRI (],
AR RADL KRR BRI E R

JE AR AT (PGCs) MBS it sl 5
BE R U E T S X 10 e A8 7 a5 A [R] gt % A
KRBV A, WTREM K& BRI & MO R,
H R I A — ™ SR PR 0 A 2 A A e A A
KR FR R, 1T LAT TG AT A 5 i
YE AR ETEANAE (PGCs) TR 4> T 50
KR RIEERN A M RAER, DUINARRT A AESh
VIR IG TN (PGCs) T 2 3 .

TC PRSI R o0 Ak R s A e, (H
TG R 2R, FEZIAEE 7 1 sem,
15115 70 )52 P AP S PR IR 43 A0 19 40 - HIL ) v A
H . — 7T AT AEVE IR A A HT 5 R — A
T R DR A, I i e R ) 4
Fo g R R ) e AR AR N 4 . 5 —T7
[, JETHESRHSE EOHERMB L F 1
S0 T ARFREE R 20 3l e 58 s, DAL
B I DR 2R 1 3] e s RO PR S5 R 4 il ke e TR 9K 2R

TC R AR R R IR (1) 2 St o, A
19 HAE MR R B AR S HAR Y AR A 1R R B AH
Rl PLIIRATTIA A 75 226 BTt AR B T AR
VIR =T, SH MRS s
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