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12 & A EDLMLENY) I RIEET-2E5H (anisogamy 5 S0 & K FDZHE) %17
Yo BERIAEFLIRE 1 1 1 DR CED &, HEITEERTEOEINICEREFS L
iz, [HO 25D a X ] BAEL S, 1RO B % L FEMEEH 2y 45l
(thelytoky) DEERZERICRATILE, SaHIC F# X9 Tchsd, ) b F
— [ FIEEHEEN Y L BN O I LI R RFCR VB LEL TELicd 2
#bET\W%ka9ﬁﬁf%éot%t%o#OT:Vﬁi##Q%UF
¥ —~DEMEATICIE, IR T ICMRBE 2GS 2 0828 H 5, L
L. BAEE i, BEH AR (meiotic metaphase arrest 5 LAT. MM R
1k) i X o THEEAS & I L, @H., M RADRIMZ 21T Tl TH
FS 5. SEEERY - EERAVAERLIZ, 2R 7 LI MMAKIE Z f#FR 9 5 C & 234D T
WETH Y, T HELEIHICN T 25 A= XL LOREEEL 725 T & %R
LTw3, 7z& 2 MMIRIEA R E N T INEROETICK > THEL 2D
X, ~7 B4 Fokr, F ZTTfZIS&@ﬁrﬂ/\ (ﬂiiﬁ”ﬁﬁ ARIA—F I 7P X
terminal fusion automixis) | RO TH B, ., MMIEEIT O T
f/A%tDlﬁ%ﬁ%E%ﬁié%ﬁﬁ%ﬂ BRI ~7 n i EIRETEH



BILCw3, ~7 a4 FREEREF— b 370 R KBHECHTTS L.
i3t 13k o — {5k C LB RS & T 2 S HEBGER T O fEF A7 I B, B
DRAF ER T, CNBROMEEL 5%, LEdoT, £ b F—3EHFED
WEAN TS AT LR SET 5 E I CREFTES, MU AL TET 5 7 # 3
Uy ABRE, MOANZRLNBEE 5%, HHEFAE Y Ial— gy

R, o [RESZEIR ) (R T 5, BTRIES W7 =Y 7 L — ol
FE 2RI 5. BERD HIL 5T & BENRRS ROoLEAY) Lillas
DAL, IR FDDDET =Y H I — AU N LBl E KB HETE 3
b Lo,

X—7—F

TEDEL., R HPYIRIE, Rinflc, A—F I 7020 ~T v A FERE
B, 7=y 407 I—, ffoax}t

X C®HIT
o250 a R bid, BEOHR IR HEEREIGERT 2

YL, iR r ) ao—f %223 2L TH % (Williams, 1975;
Maynard-Smith, 1978), EfZAEYICIRIEUE %N L 2B EEMER TR TH %

(Williams, 1975) AUCIZTRELDI RIS 720, F~D T ) LMmERITENE
DNy & 705, ZOMDOIEFTEMIE TR HOa X ] LIFENTE 2

(Maynard-Smith, 1978; Lehtonen et al., 2012), % & A & O LMl EY) X, BB 1
DRKEXDIEME, T4hbb [ 7=V HI—] 27, MIZTKEREMHT

BF) %, NS AREET BT 2F2720, T 1lKkd =) oFHRKE
BT TR 22, BEWRERIZE L v (Williams, 1975; Maynard-Smith,
1978; Parker et al., 1972), 23 MEME % FEGE DS G (WAL, M : =1
D. 7=v#HI—5EMoMmEL, MUEAEMEEZITHPHFE. T2bbilfo i
ZEDYY) P X —EMHOYn b, COT=VHI—ICBTBEEEDKT
# [HEAEED a2 ] v (Maynard-Smith, 1978; Lessells et al., 2009;
Lehtonen et al., 2012)



a Thelytoky b Anisogamy
( )
Reproductive-mode locus
” == A Asexual reproduction allele
™ S Sexual reproduction allele
‘-,‘ mitosis meiosis \_ J
@ “
==Y Male-determining allele
@ @ No functional sex-determining allele
@) ’

No genome dilution at the reproductive-mode
locus even after meiosis

Sex-determining locus

== X Female-determining allele

AHERE B E T CIIBEBZ D 2 X P 3%k T 5, IR0 I3 A PE A BfE
%@@&t_ét BB ERTH, SXILBIE T 2O M T O
Ik oT, EIEERELCTIEICE T2 SOEEI HE I NS,

INHLDaRMF—Mic D250 x| & LTHISNTWS (Maynard-
Smith, 1978; Lessells et al., 2009; Williams, 1975; Lehtonen et al., 2012), L I1X L&
AT NS A, AHEAEIED 2503 X+ OJFRIZEBAHZ Db DT RN

23, BECIEElEkz T3 (Dawklns 1976; Lehtonen et al., 2012; Yasui &
Hasegawa, 2022), Z O iz HHMEIC 321013, AJEERER T M (reproductive-
mode locus) & WP BRI (sex-determining locus) #[XHIF 2% & X (X
Do MIVGBET ADBMEEEZ ., SOEMET 2N L2BWAMEHIET 5 &K
ET 5, BHEEMRK TS BEET 5 &, D D ATEE R T EOEET
BT SIS & 7n %, B ZC X > T Z DB EDRALEL T I FCAR T~
T5H0, Lo T TR SISPBRES 270, ZOBETFETT /7 LFHR
DR MIECKEV, —F, XIY VAT LD X5 BRlOEREBRTEER, S/S
R DFED ML MO &b S p ) »EdEHT 2, 77 LHNOEREE DER
FHEETIET / 2HFERO IR FHBEL 2D OO, 77 LWL RIS T
JFEICHFNIC@E & E 2 53D (Yasui & Hasegawa, 2022 7)),



WEDEHD 3 2 POV TIE—E DRSO L7223, HEAEED 3 X P IKA
ELTKRERTH L, T2V I —FEMIcE) b F—DRREFREBEL B

L. MfAEFEOa A P EAEL WS, ZOMEITZEICHML, T=Y 43
— > TRODZ T TH2, TNTHT =V HI—DBHFERTE 5013 7kE

Do PERD X F X F AfREHE, EICHEOMBENRELENFAIRICER L T& 2

(Lehtonen et al., 2012; Neiman et al., 2017), [[EERY ] & 1. HEREL L 72 8(s
TR cHIA L, Kz B THIREEZ D 20T L wIEBEKRTH DL, <7
—D7F v+ (Muller, 1932) 2 v F 7 a2 73 (Kondrashov, 1988) 7z
Y OEEIEERGUT. RO ) ANOEE L - EBETEBEEET 5. b
5OITEEATEERN D O B ERARERLNENCRET 5L E 2 5, BIENS
BRIEIREE T, HER T D ST ) L D%k Z &), Z oS- e b o
i (74 v ¥ % ——<7—%h%  Fisher, 1930; Muller, 1932). 7z & z IZJRE A
~DEPIHE RO ERE © Hamilton, 1980; Morran et al., 2011) b 7253 &
FExb, INbOWRRICIE, Al Pl Fo 2 AR EF I 55
EMRAZEST 3, L, EEOa 2 MRS IC2ETFOBET 57

B, b 10HRZICIE, ) P F-0EGTHEEOEROBRER, 7=
VA —DBIE TR R OEN D 210=1,024 f5ICET 3 A[BEERH B, £V b
¥ —EMHPEMMICIIMRT 2 LT, 7=V H I —EIERNHES K
., &Y+ F—RFEAERSHET AT L 22 kv, Lz - T, iy
HOBERE L SNEZHROLETEI 2, nBETEL00ELD 5,

Bt EER 2D RIRERY (AR 2RISR IC O CIREIARIBEI N TEH Y,
DERH T A CH 7 2 R g < & 2 BIRPIE 2. M~oRn7-Elitiex b 7%
HL, ZNICX > CTROEFERZED L EPRBEINTWS (Yasui,

2026), L22L., TORAZTTIRITRCOT =V 4 I —FfEaHHT 513
+TH B, LidoT, AHEHOI X WIBELL, T2V H I =2
) FF—DRADPLVPIIFLNT WS E W) MREIE, KA e LTEHEOE
fRRFIECdH % (Neimanetal., 2017), D+t VU b & —Z8 BRI DBHE % 885
RiC, ZNEHBRT MO DDA N =R LRNETH B, heEhRb, BERBEK
HRICEb I AE, ) b F—EEFRIIEE L. NPT o icH#Efice 3
o ThHb, — T, ZDOAN=ZRLBFATETRINLE R LRV, b LTS
ThhiE, HAFICEY b ¥ —HIZHFE LS (Yasui, 2026), L 72285 T,
ERETRE, BN TEHEb0D, —HOMESKRHTEET 2 2 LTI L



TE[ERETH 5,

B s Hm  HlRicEo < HH

MERDIGEIL, MR 25D a X P 2R T ML b o T LW HIF R ICED
¥ OBEIGICX 3FHERE o TEE, LAL, BIOHAEEDL, FhizFEEHT2
ANZRXLPRBERICL > TELRTFIEELTE v, Z LT, TTICHE
LR, RICEL ATRE OELATREE R HIR T2 (F84E Lok
developmental constraint ; Davies et al., 2012), 7= & z X, @ XL % 1T
W, BB NEREE (BFERALROEELZL) WL TT =Y I -1
10 % 2 2 A B AENEIZ, JEFICERM AR, D Lk v, LA L,
ZOMMAEEL S S -EWIE. 77 7 4> (Bickeletal., 2013) £ 3I¥ vz
(Hiruta et al., 2010) 72 &, RON7zn8ERfIcE &E 5, 2o &k, G ED
FIEE7Z T CldFiAHCc & 3, BAELEOFKIC A 7 =X 4 EDOHH (mechanistic
constraint) b EE T IMLENRH L L #RmBT 5, 2Tl BESZICHEE
FcR o2 A A= L FoRIKIcERT %,
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X2 BESZL M Ic 31T 5 MM IRIE

(a) HARIEIREEIC B 2 ZRINAHMIAC, Z offifECcid, WA 1 it x 23
AU B TEZRNT, I XTOERTESFEEGIREBICH 2 2 LICHER
ANtz (M3e). Zhid, —XINEAMIEOWIFNL—TTD T 7 LB L7
bDH o RIBHIIESAEC 220 TH D (K3d), (b-d) BEITEI DIEH
B, MO WHEORT & OMEIC X > CT~T nEAENEE v . EFEA]
REGEATHEL 2, (o) ZAEETITRIEDERR I NG, T OREE13FH
Zbid, (ef-) FE2HHREBER L, ZRINEHIIE~ERE 2 #88, (e-h) %
W tEbTICH 2 R, ~T a4 FIEBE L 2888, (=) B DNA ©
#HEL (g-k) REREIATA —F 2 272 2, WTFNOYALIERKE T, BEIC
FEEAL LA E L, SEAEERTOFRIENE EEZ LD, AX
2,



INFORERTTAICIIETFLELETH B

ZHfEEIIIC L o> <, AEAMIZES  OWEEE TR L TP TERTE 21
M7 v A ThHb, 5. MHELEVICHEHA I BERD B, RIC, FNEFN
DEEIERZH S 2R IR T nIE R b 2wy, RET07 , LE, @l
BBOT ) MEMEN C720ic, B LR REIZ) shTwihiihn
b, REBToHFMIBOLNTEY, IEEPREICH ZMICAE CICEE L
RIFNER SRV, REBIC, ZREINSIEFICHRE L R ThER S R\,

HERDIZ, 2V FF—13T7 =V A I =2 60RAE L 72 R A SERE T
HY, TCIKHELLZT=VHI—DEMAI=X L% E LCGERL 2T
NEBEOLBRVWEWIRTH D, BRERZAEU M, ZHEa LICEIEEZA]
BBICTA2I2ICZINODA =R mwRETENIE, Y FF—~ELLE
5, LU, BB EHEETEZITORY . oA EXFIRT 5 2 L i
TES, Brick2ZB2fE-adnEhbiny, B 7=V HI—-%1T)
BT, ZREHEERICT IV 22D A =X LMEb>T\wb, ZD—D
2% Meiotic Metaphase {1 (MM {R1E : Sagata, 1996) TH 5, Zivid, WEH
1721k Mo, 3 74b b QiR AR m I AR TE R S - BR§ T
IR AMRIE L, SRR R0 E TR FoRAZFORETH 5 (X
2a), ZOMEFETIZ, ZH L ZINEEIIEIE. 2 o0RHER (2n) & 1 D DRER
(n) ZRO—RR=FhRens (K2), Z0#%, BHERO—D ARk
(n) & LCHEE SN, o M (n) &MU (n) 25@E L CfEike
o Th o, MEEPHEE S (Morietal, 2021 5 X 2d), L7233 > T, WS
HTEFT AT oA FPOIIBTE, ZRPKBTFLEXBL T MEERICR L LI
BIEMHEEIIRYCH D (7ZL, V=32 D X5 nifi% 72 £ % ; Sagata,
1996), 2% V| SZAEHNCIZINERZ DD DT T LTz, FW0iazh
X FHFRINERETET I/ 20TH 5,

BWEGT R BRI

EF  HHIREEY) <X, DERIZ MMIKIEICX s TRETOE IR TOEAR
Fo, ZORIEZREFICL2ZRER LICHEGRT 22 Mo CcHNEich sz &
. ) FF—DEREEKICLEZT =V H I —EM~DEARTT 210



Hlch s, F20MKNIL, FBHTICX2ZHAR LI MMIKIEARRERE W TH,
U7 af FOINBIER ICHRFEEZED 2 2 L IIWEEZ &) HICH 5,
553 OfilFNE. 72 & 2L 2 MR & ORlE RimMlARIA —F 327 v ) |
S>TA7 a4 FOIRB fEHR~NRE > Th . FUBICEE T3 R EHAIREE & 72
D, BBFECT B L TH S,

MM {RIEIZ, 2V b ¥ —DEfLIcN T 2 EmWIEEEE 7 0155, EE R HC
Rik L 22T o JIE AR Th v, BiclifAdcE oy (K2a), %<
DREATE L. BT DRAZL LIC MM IRIEZEFRS 5 2 & 250 TIREETH 5
ZExERLTWS (Madgwick & Jones, 2007; Levasseur et al., 2013; Schmidt et al.,
2006; Sako et al., 2014; McKim et al., 1993), ZD Z & i3, MM{KIEAS 2 ) + % —
DIRACHT 25 1 DfEEETH 5 2 L 2R T 5, BT RAUINDHIET MM
RIEZ NBIICERR L € (K 2e). RO HHENNICHE L., ko=
RN BEAH iﬁiﬁ‘ (n) ZHH LT, BEICERGEORE 22 (K2g), 2D
NTa 4 FRIGEERAEcE S, BAERMKBLTD (K2h), [~7'm 4 FiEfE
# (haploid syndrome) | &P 2 BE%E UG5 (Kroeger Jretal., 2014;
Yaguchi et al., 2024; Tunquist & Maller, 2003; Matsuo et al., 2020), Z N 2 DfiE
BECH 2, Wi, MEZT 507 7 2cid, 1B EZ B2 25 EE
R FMFTES 2235 2 (Ralls et al., 1988), “PEEUKDIN SR % 15D 5

L. TR TCIRBI A TY R N L OBEIE T OMEAALARRIC—FICE N, I
IIFETF % (Bertorelle et al., 2022),

L7z3oTC, T2V HI—=2b+t Y b F—~DBITICIE, ZFE7% LIC MM IKIE
EiERT 5 2 2 ITA T, % li%lﬁl{ﬁﬁ‘éd{\%#})%o F 2 b LRI
(1) = XRINEHMHAC 23 iR % I ARIE L 72 { 72 % 2 & (Hiruta et al., 2010 5 7272
L. ﬁifﬁﬁiﬁ/ﬁki THEATRZRBI R EERTLERD 5 5 M2, 2) FHE
DNA o#E#lic X 2 57 v 4 FOFEK (Colledge et al., 1994; Hashimoto et
ahw%;mmxCDW&M&%M&%z@%a@Eﬁé\?&b%%%%A
M4 — + I 2 ¥ X terminal-fusion automixis (Matsuura, 2011 5 X[ 2k) TH %, L
L. EOREED RAN L H R 22T, Zhnrt) b F—~DBITIC



X355 3 DfEEEL 7 B,

r—2 (2) Tli, TXCOBEGTERFEEAREL L2, 7—2 (1) B&
O (3) Tk, WEOHEIICHEMEZ 22T 28T EL2RE, $_XC0ER
FERFEBHOGRIEL 85, Lz2o T, HEAEREIIHEENE X 2 %215
o\, BRI 21T, THIREESDE D [HEK D conventional | 77 Blf i FE
(Archetti, 2020) IC X2 dDTH Y, Z DWFEIC X o THIRNICIIF & 5 2 1
Rz m—vfbaing (K3h5). WEIPRIF., HE I NHELEE ] :
4n DB THEICE T 5 00/11 5 X 3b) 1x. MG KR (00 & 11) oxT &
KB, ZD5bD 12027 (il 11) 135 1 ke LCHHian s,
ZHGE 3 MM IRIEDSRER S 7258, D 9 —FHoxt (00 5 ZRINAEA)
X, ~7m A FoIT (0) &F 284K (0) KaRT 2, b L0oBAUEILT
H57blE, ~Tu4 PR (0) OHRBEEIC X 254, BT 7 205
(040). BIUORmAAR A —F 3 2722 (040) ZWTFNHEIEL 25, 13
T X CORMET 2N L= BHEEMEZT S EWE. Zonfi s x—vizfL
TWw3, b LK 3d-i'd (01 & 01) @ X 9, NI (Archetti,
2020) EFRIEN D b D725 72 HE . KRinElaix (0+1) &7 b0, AFEATREZR IR
BERINTW27E5 5, &4 — b I 27 & R central-fusion automixis
(K 3g. h. k) DA, MoFEEEEIL, AHES 7 4 (K3a) LU 2,
FNI VKBRS, LAL, FREGICIE, BEOAPTETT5E
TH IBEIRFFIN T Z L BRETH 5, BESHE T OEF T MM IKIE
BEL 25E. B1BAEI TR ENTw 20, T2 —F F— %
TREICEFIACcCE W ez s (TE%E] B10),



a Meiosis |

0, 1: Haplotype of the focal locus
/ Meiosis I = lethal recessive allele 0

Automixis

Termlna[ fusion ( TF)

.n J . .¢>
lnverted 01 \ p
d’ meiosis unl-“ /

& Central fusion (C F)

/
/
h J
Return to
01 mother’s
TF i’ I u 'H' ﬂ genomis a
except for
TFin |nverted meiosis recor'rjmbined
produces the same results 2n n loci
as CF in conventional

me|05|s i'=k 2n

Homozygous
except for
recombined
loci

K3 BEHEA - I 7 REIMANCROFEHAEZED S5, B HD
LRI TH 525, NRBIZTHETE~T rES (0/1) THD5 (015K
B, RHET 7 L ORBIRTFER~T oG THoTh (). KufAEE A
—F 17y (k) TlE, BT CHIEZ B E B THEZRE, T
ZOkEL 5, L7z0do T, RImfle 3 o R 598 2 5l 2 e 3, Hk
MIEIC K> THERFCE 2 ~T7 u AKX, RRTHREILFRILKETD 5,
(a-d) —RINFEMARE, (o) —ROUNFHAC, (f. @) 5o 1fiike. 2

ICHSR T 2 B EUAR D IR, (h) BN, () 58 28k, () Rimmlait —
FIZvRICKBME, (k) REIATA—F I 7 v RICK B, (d-) BT
TN E IR, O (g) EFE 20K (W) FHEVwWDZu—vihbi
Vo () TAEAROSE 1k, (e) “XRUNEHAE, (1) WiEEsr A & Rkl ic
L2, RS,

Jitk
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HEmE R

Aido L Bh, KKFTE, 7=V I-26%) b F—~OHEMIFEITIC3
DOEEENRDH B LEZ2 B, 7272l H1DOEETH S [ LI MMIRIEZ
fRbRT 2 Z L OWEEX | 12, ZNZARBICT 2 X N =X LBEFEET DB HD
METH Y., ET MLICIIE X 72\, £ 2T, MM IRIEDERR & 7z 156 1]
D 2D HMNDET VR LTz RETNMIE, THERIZ VAR EZED
€Y P F—DHLWBIBEEE S D TRV, HIEOBEIIFEIC D W TH
K7 E%EZ (Lande & Schemske, 1985; Schemske & Lande, 1985). {5 %
T27=Vy W I—%8HIck) b F—DORALEEIHEL 256, ZDRYD
AR THI T 2 lREME DS R & & 2 RT3 5,

EFI
T=VHI—te) +F—DEGEDOLER

AREITIE, FHRAROAZIRT 5, Flll 2 FERE IO iRz S o

-
— o

DL IR TELE S 3 oI RFEREEICOWT, REZHIND AT
KERWE L7, Tabb, (1) 20t 704 Fe LTRET K. ()
52 Wbk & DR AIC X BRI A — F 2 2 v 2, 3) GO R HEOKET
LEIEL, BEOT =Y NI -tk o TRETIRETH S, 2DH 2T, %
RigDT ) LR TOBEEERT, M1EED 2 OFOBULFL v EIE
T30, AFRIBEBEL SMRCTE 2, 7=V H I—Tlk, KALIRT
Lo, MEEEICHS 203X 2 RTE0BIGEIC1/2%2FL 5,

D70, 1 X OMHEIREERD 7 5 5 R0 —RINRHIE# KE S 5 (1K
A, R LEOBEEN B TIEA S 5, & 2 TEETHEE X, BEENE
mbivd ERFEERICEILL 0155, R/NDOMAL L 72 BRREHAL L TEREKT S,
ANTa 4 R7 ) LOFKEETEICIE, HUBFULEE T (REE0) L EED
EHENTEET CREE1) 25, 2R Fhpel — pDifERCHSIICHEET %, p
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. ~T'm A VT LOBBIETHBICHEERICIREES B F DR L L CTFES
5% TH Y | BATIRE %¢fﬁﬁmobk#of\”7D4F5/A%k
DL WEICE L T VEB OMHEIXLpTH 5, MRz % P 2 Kr Tk
L. MALDci. oD XD ic, 7/ 2% (1 —r)LIEOELTFED S 7n 5 AAH R 2
IR &, rLE OEE T S 7 2 M 2 fEIIC T B, REELIE, Moz e L
20T uA RS )6 (T, 77061, 77482 »bhd  fEHKkTH

%,

DT aA FREDHEIGE W, (X Ala)

7 ) LERICBWT, ~Tuf FPREEDEFER (H) 72130808 (Wa) 13X
DXsIcEKIND,

)T =V H I —DEIGE : W,y (X Alb)

T=VHI—D% ) LR EFR T

an = (22 # 2a

COETRZHEIGEICHE T 2720, WAEEDOa R 2RIBEK1/2%FEL
50

Wy = 2 (222", # 2b

3) Rl & — b I RDBEIGE Wy (X Alc)

KIREARA — + 2 2> 2D 5 ) LR EFR (TF) 721386 (WTE)
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HEAEED 2 X + O

2V PF—L TV I—DFEGEDIZ. oo X 2RI, FEMllREIEE
BRicowTiifixzsz o &,

TR kT BT EA KR L KA — b 2 2 > RO B
k. THERRD K5 IGEME NS,

w - .
WH o pe-Lp = 4
Wan
WTF  9e=(1-1Lp %5
Wan

aVEa—RXvIal—vaV

FENTHY 72 T % TERE 3 % 72 ® . Mathematica (Wolfram Language 14.1) CfijHi 7z
IVa—XvIal—varyi{iTok, FEMKERIZITRIICREEE T, £
LI BOCN LB IE R BOLER TR 2 MR A 2 b EE 3 5 . %o
Haeih) TR TEEL 2, dEllifEEzSHInin,

Y lab—va V@K 10,000 FEE DR L 72, BRSO W T, BOLER T
(F 72 IR BEAEAL L 2B BB T) o8 e ., EF L ZRofla % itk
L7zo TUHDOHNFERAAVT, Kde, dDER 7T LEER L, T
LDy Ial—va Vi, BITET A OHMAKENBRIEOAZHINE L72d
DTHY., AEELHEORE, HHRICHE2ER, Tvrixszx, 2003
B Rt ) P F—~DORKIFEL Ty,

TR
T NENT

13



a Fitness ratio C  The number of lethal genes expressed

20
i [ Terminal fusion automixis ;
i [ Twofold cost of anisogamy [® | L=104
2 15] males remains ——__ Haploid development } p:J 1x 10+ per locus
c [ ——— r=090.
5% | RO 1 10000 iterations
23 t 3 : [
O 10=—==— 3 Terminal ploid
@ & t l‘f\\ fusion
o b e 2
2s 1N Twofold cost of
b D ; , N
,2 o 5| E - N males is offset \elr;:\ anisogamy
E‘T:g ;t [ Human: i osopii b \"' o 1
[ T SR PR P R s | e
0 0 ‘ ik :_[ | SR | S -.‘ o - 10000 5000 o 0 5000 10000
0 1 2 3 4 5 Frequency

Expected number of expressed recessive lethal genes per haploid genome (Lp) Survived offspring Tie

Haploid development: 3679 daughters

Survival regions of terminal fusion and anisogamy Terminal fusion automixis: 4034 daughters

= 0‘001; Anisogamy outcrossing: 5000 daughters + 4999 sons
P |
b % _ \ d The number of lethal genes expressed
WS, 25
5= 10 . L=10¢
T4 E>{ % p=1x10% per locus
2 | " r=0.1
@ 1651 J " 10000 iterations
$§37 o od ] '
el O Drosophil | g —
5 £ _ Mausa (proxy band) Terminal fusion | — 5' % aploid
g B O Human inviable ‘ tusion W
E © 1075§ anlsoqamy 1 —:l‘ 5
g | | o - I lethal 1 anisogamy
a V¥ | All viable but terminal viable o
4 ¢ ' ’
§ 2 10’7; fusion advantaged Fitness 1 giTaﬁon-Selectlon 10000 5000 T} 5000 10000
L3 [ over anisogamy Wi = Way aarce Frequency
& | border : s :
: ; Survived offspring Anisogamy won
108 . _ ) . . \ . | :{ygxg;cﬂ rs:;la?r?ll;?: Hapleid development: 0 daughter
1 100 10° 10% 10° 10" genome size Terminal fusion automixis: 3 daughters

i ing: 4 h 4
The number of functional laci (L) Anisogamy outcrossing: 4999 daughters + 4999 sons

H4%?N%ﬁ(&b)kiUﬂVE:~ﬁVi:V~VaV(md)@%
o () NTuANT ) LB OLUEBIEL T EROMHE (Lp) 2z 5
3\7:7*i—mﬁ¢5»7m4F%$<ﬁ4)kX%% B —F3I2
2 (A 5) OEMEIET T2, ACHFRIE, AMEATE & SRR OISR A 5%
L8R, 7hbblifoaxX s BHET2EAZRT, Yavyay T
Lt P OFEIMHEEMD A L7, (b) AN e HHEAEHO Z L W EEA L
n5EHEE RS (L, p) P, MO CIERGEADOBEICEART = H 3
—% bRl %, RO CIIREMAEIC X ZMITEFERRETH LD, T=VH
LIk BRI EGETRECH V. A L OEETIRmE & b AETEARREE B, B
DOEMIL, HEEDO AR K EINIERTH S, BEROEMANDORS
. vavvav sz, vy X (RAH), e tOBBLZD T A — 24
EMEZ RS, ZERA R EYOVE (Htm % o &H) &, fH0E X 2 Pt 7%
FE (& oRA) 2FET 5L, % OIE—EDHPICIUERT 2 & Tl
anz ([F%] 2H), 22081k, v Iar—vav (c. d) THWESS
A —ZDFHIET %, (c) b DEFAETIZ, Kimflé& CHEFT 2 IROEL
T=VHI—LRAREOA—F—Iff7zb, L. TDONRTA—XDFMAT
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. 7=V H I =03 ) BAEFETIREZLLEL AL S, (d) b DdyofHEE

TR7 =Y I =2 Rimfle 7z EEIRIC BB O Rinfle cAFd 2 1Id <
INTH 2, AUZH,

M dalx, N7 mA VT L5720 OB THRL L. SEIETEICHER
TRATELFVREOLER L L CHEET SR p L OB 2 21coh, ~7
oA FFE L RKIRRE D, 7=V H I — o3 2ENIEMERE T2 2 &
ERT. S b OB, %n%‘nvf—jv ~2e7r (K 4) a:j—N ~ 2e~(1-NLp
(5 ckInzd, 7=y HI-—o@EGE (X2) idfoax b xRT 112
BELLONTWVEED, R4 A SOEB1ICRE L, T=VHI—-LEV}
F—DHEGENPFELL R, EFETIROBMDELL kb, Lp=0.71hIT,
R4LA5DMEIZ1ERD, TNE, AT AL VT 7 L5720 OBILIRER
P TR 07fTh, ~Tu A FRECKFMA X, HEET RV
ZEICk B 2508 MEEKR) ZLEERT S, ) X —DMERED RO
B nit, 2 oBMEEEEI 2L TH 5,

BHRZR W Lo, HEOBIcE T, ~7af F7 ) LH7- 0 DHHEEIEER
ZERDOE (Mugp ) BT 2 EIEEHLSFFTEL . S b DI Lp iICHD W T
AR EH L 28m Pl L d—B8LTwd (K4da), & F DA, Ml
Bittles & Neel (1994)F X OF Wade et al. (2023)ICF:D &, 0.7 L HEE S Nz, > =
Y a NI onTiE, AT A B0 16 HO R MEBIEER L v
WL 2 HEEE (Simmons & Crow, 1977) 226, Migp=0.8 W5 71 f ¥ 7
J LB OMEZEEHFT LT S,

X 4bix, r=0108HICOWTH2a X320 LZDDTH S, FRD
MOIIE N DI CTIHETFEB TF<05 DD AN=1 L), 7=V I —I3K
IS DRAZIE LS 2, rAV/NEWE HRTF &2 5720, ~7uf FHAE
DIZAD FRRICIHIE LTS 2,
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X 4b 0 HikE DM, BAL, HIKEOWUMAIZ, ThEthyavyay T, <

TR, B bDARNTRA—RLE pDEBELZOHMEMERT, T TR
IR E LT, LET ) T—Ya v dnizx v o8 a— NELR T, p

EANTOANT ) LB ) OBWEBICERNLE BB OWHEEME (M) % LTH -
72 fECELL 72,

LIZDWTIiE, Ensembl DT / 7 —+ 2 v~<—3 (Yates et al., 2020) (2026 4 2
H25HT7 7%R) poxvr8a— VB FOBEIHLZ: vayya
v NI (Drosophila melanogaster. L= 13986 ; Ensembl:

https://asia.ensembl.org/Drosophila meIanogaster/Info/Annotation)\ <77 A (Mus
musculus. L =22071 ; Ensembl:

https://www.asia.ensembl.org/Mus musculus/lnfo/Annotation)\ e b (Homo sapiens. L=

19869 ; Ensembl: https://asia.ensembl.org/Homo sapiens/Info/Annotation)

2 avuYavunNTIZONnTIE, Mwp=08D 70 F7 ) LdH7-0 OfELH
W72 728, pld p=Mip/=0.8/13986=5.72x10"° Ll E ., L7zd->C
(logyo L,logop) = (4.14569,—4.2426) & 72 % (Simmons & Crow, 1977).

b b T, Bittles & Neel (1994) ¥ X Uf Wadeetal. (2023) DH#EEICHD & |
NTOANT ) LB DHUEBIE L Mip=0.7 & L7z, L7ehoT, p=
Miap IL=0.7/19869=3.52308x105 & Tl X 41, (logyo L,log,op) =
(4.29818,—4.45308) L 72 5, =7 RO\ TlE, b FOBEICHY T 2, fElik
H7- 0 L OBUEICEE FIRE O 2 EE LK T % 2 B L XL O HEE(E
BAEGIFEONTZ WD, pllH—DRHEEMEE G A o7z, bV, =
7 A0 p I RHOHF L Lo 72, BAEMICIE, HFEIHD My lZ e T & [FfE
BOA—X— HE0IEPCPREVEREL. p=Mip /LT X > GELTHED
7o ) OWERAE L 720 Map=0.4~1.0, L=22071 Z\»% &, p OHipHIZ
0.4/22071 =1.81233x1075%* & 1.0/22071=4.53083x105¢ 72 %, L7255 T,
(logioL, logiop) DHiFHIZ (logyo L,logiop) =
(4.34382,—4.74176) - (4.34382,—4.34382) L 72 %,

4b DR OFEMEBIC R b b X5, TNODRIE, D 25D a R b3
AT 2EAMEICMEL TS, ZREIMD CEEAEKRZE> ([#%]
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zZH).,

IV a—RTIal—aV

FILIHICcDWT, ~TF e FRAE, Rin@MAlEA— I 70X, T2V HI—
IC X BMSED 3R CTEFRE B L 72 (K e, d), X 4b DEEFANT D 44
TlX. Y FF—ICXMDFIEEPBED I T LE—T, 7=V HI—IC L
ZRIFIFITTRTERELE (M40), X 4b OHROFEBICN)IGT % 5Tl
T =V =K A 7 EEIC BRD . KRG CEFET ARIZD T AT
Hotr (K4d), L= oT, YIa2b—a vEERizErT Lo PHlZ THT
%, THE. &) P F—DORARELEEKCISERENLERTOERASED I
HhaolcnL, 7=y 7 I—ckaflilrcliz, ZoffFH»g &I
TW372DTh b,

FE
SKERLRYAEBL
T HEYIFRIRTSE

AFEDOBEELAGE 1. I X 2Z8E 7% LI MMIRIEZERR S W= 856. B
TN RiEREZ D720 T L 0WI bDTH D, MEHEIIET 2 AEMa LY
T, MMAIKRIEDFRETI A 1 = X L% AL TH b, FRCIE ARIIC 2 0% R
L& eidATE

YYURRLT 7 VAV ANINCIE, BB H B RETLERR X VN EHES
KTHBTF7 = —XEEEAERF 42780 —24 (APCIC) DFHEL. £ D
YERIZ Emi2 £ W) X v 7B Ic k> CHE I NS (Sakoetal, 2014), KRIEIR
REICH 2 UNRHIIIE SR T ORAZZ T 5 L. 2ol (Flz2i1X. KThko
Ca*72 &) IC X o> CTEmi2 B50fF &, b D IC Ube2S &WEIE 5 X v o3 o8
23 APC/IC ICHEBr L C 2z iF b L. B AP HH X5 (Sako et al.,
2014) (X1 2b), HHEEHY) & EEHEBIY OB 12, APC/C F X OF Emi2 ICAHY ¢
LA = X LBEEINCFEL, 2 nbidzhth, RAEER T
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(MPF) & X OHliia#fiERF (CSF) &#FRX 1% (Sagata, 1996), FERIHF
FEIC X b MM IKRIEIZ MPF & CSF Ol A& b2iC X o TEE ICHlil & T
52 BEIEETN TS (Colledge et al., 1994, Hashimoto et al., 1994,
Chebotareva et al., 2011), A1 3 1C CSF % EERI I A L3 % L. MPF 1%
HENIc 784 FERZRZEERICRE 2R 2FEYH L, Z0XAEZ{RET 5
7o, BESLHEL 203, BREYOREMRICET 2 iixeT VEY T
B B A2~ RYED Oikopleura dioica TlZ, NTHICFHEE I N7 B L FD
BRI, FETFIC & o TIHIIEAIC R BIA N 5 ~ Z UL RA RAN L T
57-0, WY BRI HEE LCHIRESA %2175 2 LA TE v (Matsuo et
al., 2020), [FIERIC, ZRAERRIC L > TERINAZET T 74 v v aD T
A PERHEEZEL, EFHERDLDTIEHICE £ 5 (Kroeger Jretal.,
2014, Yaguchi et al., 2024), c-mos B{n¥ (CSF & LCTH¥RE) /v 7T v b~v
AT, MMIKIEIEZ 53, ~7'v A VoRHES ) LoE#BEL S, 20
2 IR IS AR AE 2RI L. S W CINRATTE I O TE K IC D 728 %
(Colledge et al., 1994, Hashimoto et al., 1994), —HIWEE AT T3 % &, 728
MHEICADZDHIED B Z L 1T TX 7y (Chebotareva et al., 2011), L 72235
T, IFREATREBRETH T2 22T iE o kv,

L7z oTC, T=YHI—=DMELINTLES &, AVt ) F F—~ Lt
T LI CHEECH D, s, REOHBIHY AT 41, £V F
F—DEAICH LT, UTD3DDLRALDEEEC L > CREICHREI N T,
2556 TH5 1) MMIRIED O OEFROKEE X, 2) MM IRIEEEREZE D~ 7 v 4
FIRFEEIC BT 2@ IL T, 3) 5o BIEICHE 5 A alER) 72 58,

EIHTF— 23 ETFADOFHEEMIT TV S

FiET — Xk, E7T A0 TFHEERBMWICH XFFT 2, Kda, bT, Y3 v¥a
NI, WUA, b FOT—XRUE, HEEOI X FAHEINS & THIZR
FEROWE BT S, 2hiF, TRODFICEFE T =V 4 I —OHiF:

%, BT REFIE 2 T TR T & 2 R[EEE R R B T 5, oA TR, T
YR I =BT IEPMEEE LD T, TRXCOTZMICTE2EY) P F—~F
fTLESELThH, BOEBAHCET L7420, T=UyHI—-KPWoTRb3
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L TE v, HROLHHl (K 4b o ROFEE) Tk, Y b F—DEFEK
BEABIETLTHIBICED, T=VYHI =700 ERT 2, ~7 04 K3
AL B X KIS O KA 2 BT TR, BTS2 ) DML TEHER )
I%f%é@mﬂb\7i7ﬁi~fﬁﬁ5#ﬁ$éb&%ﬁkﬁéoC@t

O, TE=YHI—%{TH5MIE. F20ICKRERT /L34 X~ELTE B,

Lol WA=V EThoTd, BEMEY L BB O T — 283
IBEELELTWwE e wyEER, BRICKZboLIEEZIC W, (L p) FiH
FoZoffECHEPINEL TWB Z &icit, EENAREE2D 2000 Lk
Vo NT X=X p LB EICEEL T» 3, MEMEWES, BERZER
EEPERBL T p 28WINT %23, WEAEVGEIXMEEIFER L. [/ EH3RZE
ANb, TORERERLEROANT YV REZBE LT, p ZEHNOKB R 7 —ric
BWTRREDMEICIR T 2 alaetE0 d 5, MHYIC, PREERE(R 74X L |3 FERH
DI R 7 — T 3 WRE DS E Vv, LAVNE WA, BEEER)ER T DR
DL FNIEL g, XY EWEYEEHEC X VB REIcE X2 5Tk
BTEL7-0, ERIT LOWIMZREST 2 r[REE2 ®H 5, Wi, Licd LR
FETDREEERD D, ZNE2BE 2 D L BOUMRRERBZHKE T2 X 51tk
% (X 4b Of5 LK) 729, L OFERF 7 LRREF I L CHK 3 2 & RUE
BEL S, LB oT, TNHEDHDANT VAP, R ANT X —2ZERDOREH
MEITICET 2~ " e o T B A[HEEDLH %,

X 5T, EHET — X SANEIGE OB Wir=Wav ICih > TEFR T 5 2 L, &
TED DT D 72BN X o THMEE D LT 23 & 2 BEOFAE % RE T
200 L, WAETEZEZICL Wb oD, i, xR REO R/
T, H3VIER—-EHNORR 2L LT, AL EE A 2 #
LSS, CoOMETIE. Y b F—RIDROREERD 2 5 OB
3. £ DIRDH]50% DT Lo T I NG, 207, HHAHEEL 2
P -RoOBICEIZFELCRY, MAEFIFELE S,

WENRICE X, HIRT— 2233 b ICEFNIE. TNb0E 2 % X 0 EENICHE
SECX A LI BTEAD,
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PERDIRGR & DLLEL « A58 LD s ?
Archetti © [0 E | (LOC) BT 2 &R

Archetti (2004a, 2004b, 2010, 2020, 2022, 2023) (¥ —H D JEERIIHTFE T, EH D
FE STl BT R T T 2 ROHR G R 0 ZRIVRHHAEIC A 2 72 ®
(4 3e). IRBDZ T CHlf 2 S U7Bn TR E, JIEE 2 A2 E o
/a—vIilhbZeER L, MELPKG@MAT 2L (X3)), #EICEIIARZ
CART I 2, KIS, WigRBAMRIC e W tafh 2 & 1 AR D D YL th/ (R A3 A 2
[ T RUNEEHIAEIC A % [inverted meiosis Wi 72 | chHniE (X 3e). Kim
Aila L ChMMitEE Kb IcERFEcE s (K3i), LarL, ZiUdaEAEmMY
AT LB HEEAIERREBRDR AT Z T I hb b 2E®KT 5, 22T
Archetti %, conventional meiosis i i DRI KB EEAETEZ REL TV 5 L im
CLTwd, thd ZORBICFRIEST 2,

L2rL. RIFEIAIC X o TBIER OB WA LR I NS 72013, RZKEIN 2
FIMBELZHRIG L 20 XRS5, MMIRIED 729, INFI3REF DR AR
ICARENICRTEK RRBECH V. HAATHZFGT 22 LT TE R, b
<. K7 a LTl MMIKIEZi#ER$ 2 C L IZREECTH 5, AREFEOHHMEIR.
Archetti ® LOC 7’0 £ 2D it CEMH T 2 FELEEEZRE L 72 RICH 5,

Archetti 13 £ 72, (ERDBE A HICE T 5) hiGIc X v, FAPK 3k TRE
L7z&oic, &A=+ IR X MBE I ZfFFcE 22 L iconT
DL T3, L2 L, FREMGICIE, BEOIRIZOE | kxRS 50
TR, WEAHNATETT2ETCRIGT LA EL LS (X3,
Bos1 BT oI R CIEIRERA D 2 0l cit. S oBEF IR L
WhD L2, flziEe FOGE. BEOHTIZBREMICTE T 525208, W
B 10 FELA ERGE L 72 R IC 2 > T CRItR S v, £ B Y
HHACIRIES % (Sagata, 1996), IRICFEERIIC MM IRIEZ[EIEECZ 722 LT
(ZNEH < THEINGE X 70\ 23) . RIIMIOREE & L7258 1R I3 I X

DAL TV BTHETEDS B B, L7223 - T, FERAMRICH 3 2 fEkE (MM R

1B) &G OO L X O A, MBI HE O Y P F -5
FlRIL w3,
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Z DD HIFICEES 3R

INFETICD, BIEEHE~OBITEZYT 2HFI2 ML b TE e, 72 & 21
de laFiliaetal. (2015) (3PAEECED A RERHY - E(LHYITHE % #3 L . Lenormand
etal. (2016) (&4 — b I 7 & ZARLPWE D ERIEZ & LRB DX O Zim L
7=, Engelstidter (2008) ¥ X U Galis & van Alphen (2020) (. UNiGEME{L D%k
W, EBtEOBIE, D a R Ml BAAIHICN T 254 L L OERR
PEEEZ R L7z, Lo L, 2O oiftftix., 7=V 7 I—EMHICEL 5. W
BoRIcH I &) b F—RREEKoRY oM coEmETHT 5, H—
7 E BRI A Z IR L T d o 72, AW Tld. MM IKIE & %2050 1R
HIZHEHL, ~7 o4 FPRE, Rinfa®A— I 7=y I—-ico
WCAERRREZHRT 2 X 2EH L, vIab—vavorilllziRais s L

T, ZOARREMI. ThiCK b, 1EkROEWN Tk Zaiamz . BEN7%
AN ZRLICH DR ET A~ HE S 5,

Lehtonen et al. (2016) X, 7=V H I —CE 202X BELE DD, H
5 OGP AL~ DB T2 REEICT 2720, BUHAEMEI I ES L
Mg LTz, 72720, O FEAONLHIIZRLCEMLE I EE D, FED
AH=XLICERZKS 2L d, ZohReEsNIcER LT 2d L Tw
e ARWHZEIE. 2D XD &l 2T 2 BN il EYFER - BB
ANZALBFEST D LT, ZonHeiEs s,

TRIZVRAICEZ®%Y) FF—130[EEZ . HloBERICX > THFEh T3

Lo L, MEnH2zSET 2UNOTEICL>T, ) FF—32#ELT 2 A[RE
Wrd s, ARAOAICE T v— VIR T ZIPKRT 27K I 7 v XTI,
RAOBELETHELUO~TrEAERZ0F TMKI N, BEH ICBILH e
bbb idhv, TRIZCREIEL oY Bl iZs vy RE) 2, 7
T Ly ED—FORHRICEWTR NS (Bickeletal., 2013), L22L., 7
RITZVAZNLEE) P F—oiEbid, FloFICERL w5, BESH
FEbOTIC s u— DI R AR T 3 2ot B0 £ 72 13 2
AioMlEss, TERe% AR TE 2 2Ret £ 72 (3 AR BB L 72 R4
Ex HOERT 20 EYED 5, LHMIEEYClX. BE. SEICH T 244

ab OO

J

G
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SHMELOBETZ D X ) efEErsRkbhb 2o, ZOBEFAKRE, TRI 7Y
A& L7z ) b F Lo 2 FEAREE 2055, YT, A
feiZ— MR Ic RRE A REF L CB 0. THR I 7o 2eqsEAE R 250
M) BAlECH b, —J7. BYICIE. IR BERICIEIES 2 2 L 2 <
7=, ReM: o RIE T EHS ICHIH] 2 T v B (Ishiuchi & Sakamoto, 2023), —
BRI, B OEMINOBETF I Y 24T 4 v ZICERichTB Y, %
DIREZR B ICTCICR T Z L 1FTE 2\ (Gaoetal, 2021), X 5T, WHFLIHIC
BWTIE, BRECHICIZ I 23T 4 v 2 5BMi2Z T 727 & (T
bbb, RET ) LAY TV VT4 v ) BRETH D L) FEER, P4
~DELZ YT T3 (Kono et al., 2004),

R B~ D S A5 e RE B

REFNZMEREBET 5. SEATIIMHFEYEED 22 B2 CFEET 5
=0, HUEAENTEETOFRAPEEINZITCaV e, A—F3I 2
ART K I 7RI K BATED, AERIZETED ICEGEEZ b 72 b 3 R AlRENE
BB D, TE. HERBLSCHEDRHETT EI 7 VAN L) ki TH 5 M
HO—E%ZHT 20 LAz, Lo T, LT, 2Tl
BN DRI D b RN B IED—D L V35, 7272 L. SR EE
EMIC S 2 Lk, KRG RE T VORI TH 5,

RERBEA I =K L

DL G EEIRL 28 oA, SH, &) FF—fE L CHEL
LCwd, FlziE, 777 L I3INEN O R AEGEMIE 2 IRFE A R L.

T AN b e 51 D QR 1= s o1 =l D =3 B A B N 1 i RN SR O X i N = A
2t B L Lz (Srinivasan et al., 2014), L7228 T, Z OIE HHIHIK
Bk, (FCERLE) MEBHNZEBAERAR | A= X LOFAMERH - L T
Wb, ERb, 3L A EDREIRBEDHDHK 2 WK TE R, —ERDfE
T ZNZ I ELRBIFELTHELHLTH S,

Ll 7227 KRIZVRICEEZR) bx—FE@RENLAZLELTH, D%
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TR FR T 2 afREE IRV, b, AELAERLROMIEZIC X 25k
FRET=YHI-TTIRREIZE, TRIZVATTREILRVWEZD, ©7
—D7F v+ (Muller, 1932) ZBL T, 7RI ZVRICX 3 RMTIIHEER
CRAERB LY 2T, 2 L CRENICARFNICERT 200 TH 5, B
ATHICEER T 2 BRI ERE D KU, 20 oL ReE %GR L Tw 5,
EER. RHERAEFAMIIC LT, &Y b F IR oK IC D AHE T
2 A 23— B & 4% (Simon et al., 2003), % DIRJEICH 3 2 =X Ll
RREETH L%, TORFIZ, 13 A EDLHIEE 2 & MED /T %
42 —5T, TKAPBOMEIRMD A THERE N TnwE w5 BRROHIKZ
ST ENTE S,

[ZHEIINAT =V #—] K& (Yasui, 2026) (%, HEiC X 2 BIRFGE S~ D
I e RGO 235 L E X 5, ZoRitE, 1RO S bickfo a =
ORI N DB R A N =R LZG@ L B, 7272 L. Hid b~ D &AL
DAE X5 DL, EFRE O XA ER 2R E L RRCHMEY 72 &,
WM BIC RO N % 720 EHAHIFIZIRENTH 2 (& 21F. Y
ZZD XD BITEER S ), —Ti. RO RFRIREE. 132 22 ITRIA
V) B ICEA T X 2 AREED D B, BRI 22 B EoFIZE (Yasui, 2026)

L AIRF 7 A /1 = X L L ofElE (RifF%E) 12, 2hZhn ¥ iz 25481

X, k2L LN T E o BERIAILE RokERE) ZHITLE S,
INLEHbESL T LT, RWLECESHMBEMS, HEIC X > THE L 2 BIRE 7
EEEM Lo a 2 Mt L 23 < R 2 A[REESL D 5,

P a R MBS 5 LR RN R Ew

MM {KIEE W BHRIE, HL 205N T3 (Masui & Markert, 1971,

Darlington et al., 1977, Sagata, 1996, Mehlmann, 2005), L %*L. MM {KIE2SHED 2
fEDa 2 P ZHAL S ZHREMEICOWTHR L 2F TN ECTHD Wi o7,
ZDNEDHE—~ANFETH 5 Sagata (1996) 3. MM IKIEDAEYIFIIERIT, 2
FEHTICONF 238 Y) I DNAERI A BT 2 2 L 2FFE. ZhiC X o Ty
X o TERINZAT A RT ) LABERTEILICH B LERBLICHE
e\, KX oW nEmkiZ. Z OMLAEYIF A 7 = X L% E LG & 4
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OO 72ric® 2, 2D X5 IREFIE. BT HEYY. By, EBHE
Vg, AEMS. B BHRS EPE. MilREYEa e, Liichbz 59
PP % S 2 RIA WA R B o THID CTHRBLIG2 D TH 2, BT ClE, M
D2FED AR DN TWLK DD DB LELE 5, T b DagkamD —il 1L
PACHEMI DI % e 3, DK b —RDEMZEATVW S LIIIELTW
5, TNOBSROMECHEMERMT 52 L 2o T3,

LHEEYIC BT, TV H I —1ZYENICSLETH B

T3, RN 7 IS E e AR AT ) A R M 5 &, B B Bl
HICKA IR O»E NG, Thbb, 295 LEEYPIEEAEHZMEL T2
DI, AR T 2EORELR B 220 Tl w2 L7, filx
. Ala s Rt 2 R T 2 % K OfEYITIE. T=V I — Bk & IRERIC
K BHEH) Wz, THIZVAPLRKREEMOAIRETDH 5, WHYITAEMEATHL
AL Z FIRFIC T ) & & TE 720, HFHAETHORR P EEALTEO K %
L2 BB R, EVIFHFICHISE LTS oD AERRE R L <
B, EEFEO 20 RN XA Y . A E R 2R E R OHERR-CR R A~
OIFUC IZEWEAEZH N2 DTH 5,

FRRIC, SEFE 72 3N R B B2 T S Biic s wT b . AHAEOBK
BE AR I B T4 R L0 2 B 17, o a X P E 2B D
X, EEAEIHOBAGHTF L HE T 2B ICRoN S 0 FHNICHEEA M
12T, ZOBRICEEATEICYIVEZX bR TE S, Lo T, Hilll
W7e [2f50a X F o] X, BHARLTHZEI S 2T 0IE 7R S v
NS T =V B I —=%fTHEPC DAL TITE D, L L, s w T,
BB AL RREEDOFFIIC X D, 2D P X —, W FEAR L%
JHIIFETH 5, LB -oT, 13EAEDOEWNICIE, a2 X+ D2h B HNTE M
ATELAA O IR 13 70 W

Ric, e 2BHEREEZRER INZGAETH, EFRBEET45M
isogamy CTlx R 7=V HI—%THIDDPEEZTCHRLI, TAVYHI—T
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X, WA ERE EEMEOWME CHELLEMT 5720, [foa x| 3
7E£ L 72\» (Lehtonen et al., 2016, Yasui & Hasegawa, 2022), IZb 222b 53, 7
~NTOfRD TROLE] © X5 e BEAIEDO BRI 2 2 TE 5 DT,
T A YA 3HENZAEEERXTH B, 22 TH, FXIIYWHEHNAHKICH
%, ML MIEY B ZREIND» OB T 57201k, ZHINIE S ORES
BABTNE LT, BANICREL o ITNEELR V. b LTA VA
-l Xo T nE@ERL L5 L. RRERMTOKRE X IZKEIND 5
TRTNE R o7z, FREMET X, H25KE X0k 5 LEHHE DR ICE
5, ZDO X ICRELRFAMEMBTIEDCEH L HICEET 2 LD
TEJ. ZOERGMIEEL@A %W 2 (Yasui & Hasegawa, 2022), L 7272°
5T, 1ZEALDELMIEDICE T, TV H I — I ICKEL 7 5,
B, HHEECHBEICEV T, [TA4 VA I—] &) AR, KEoH)
VDR ORE & IZAEVERNIC R R BRICEM I N5 T & 83% »iIC
METRETH5 (Lehtonenetal, 2016), EIHTIE, ZIIFHZ L ZHET T
F7 <, EAPKOMEZME) 2 L%, BETE, T4V I-2THE
HFITEE/NEL, DE2VEEAELZN L TRIAPEZ 256055, b
DY AT LTIE, 22DKE L TRV A XOEMRF25, ML L THBEIL, A
CEBL, fia L. £ L CHL OMREERO AIC X - TRE LROHIHFEE
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