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Arms race of Japanese camellia Camellia japonica and camellia weevil Curculio camelliae:
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2O EOEYWER (population) HE\DOTLEIZHEL
WES (BARER) 2 RIZLE)HE. RN ELD
FZBHZEDDHSH (van Valen 1973)0 T OBREIIHAE 3t
#1t (coevolution) | (Ehrlich and Raven 1964) &\»9) T
FEN DA, FO#EROEFITECERORERITICET
S»DI2% (Darwin 1859), Darwin (1862) 23 Fi#l L7,
EX30emDi (¥x) 2HOVFTRAINVDT V&,
FRIHIET 5 RS OOY & RO R ROMEHIG I,
BEAEIEROKERE LGREZ 2% &E Lo L vl
T&H% (Nilsson 1998) o

Vot BICBEOI AN L — a VAR E &
EYEFB TR 256, £ OBRIZFICELFE (ams
race) &IFEN A (Dawkins and Krebs 1979) . Z D EIL#E
EDOHEIE, 1970 EALIE, HEE -HAFRL LR
FEE-TBEROBHETNVEEFEICEEL Toz (cf
Schaffer and Rosenzweig 1978 . Abrams 1986 ; Abrams and
Matsuda 1997 ; Sasaki and Godfray 1999 ; Abrams 2000 |Z#&
Fo 2O LI-HEmMAMEOERIZL Y, LENTE
DIAKH V=V ary, REELFHHEGZ LAV TES
LFHIRE, TAH V- a v EEROREDLELY
A7V, BIREWIGELBROER L 215 DM D5
BeAHE 2 B FMRERPFHENT Vol LRL, £
D—7 TEIMER, BERREIEZ VELROLRIZ
LEEoTERENH Y, BmmicErni-EBiE
DIFFEZAT) ETEBIRERSRENIARLCEL
(Abrams 2000) o

BYHEICBIT 5 EEMEOMINA, HEwm Lo
BIREIIKD L ZAPREP oIz BEETVTTFHIEN
FeEACEEE A REE S A L TR OEEN 2 HEE, BE
EEDERIBETH B, BE, ZOT7 TU—Fid,
77— VRREE R EO, MENE R IZERRIZBY
THERCHFEZHL LI LD22H S (Brockhurst et al.
2003 ; Kraaijeveld and Godfray 1997 3 &), LA L. %
RORCBVWTIE, 22 RMICOIBEEOE
L2835 BEPIFEFICE L < (Grant and Grant
2002). HEMRICBNTIEZ) LT —sMILALE
BENTRI oz,

) LTERBERROMGESITEIRE T 2 AT
PRR-R AN b R (o R AP G EA R AR
W 7 BT TVvo 7 1990 £ DI, FEEMHAE
ERZRNGE LIERMAOW KL ERE L - L
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72 Thompson (1994) &, FEXfFED L NV CTHEE SN T
WnEEZ LNTEEE/BED, EXRFEFH
TRECERT DL RRWE L2, 20OFFEITHED
&, RE3ODERDP LR LIRFHZIRE L2, T bbb,
(1) HEER LAY ZhZnosiy iz BREIRD S
HRMEREFICL-oTR2 ) (BARBROEY A7
geographic selection mosaic), Z D72, (2) HLEMT
XA ORI BRERYE C GHELDRy P AKX v 1
coevolutionary hotspots) — /5. MOERM TlzH HDFED
LB IERERPB 22 THA) (Fh#Efboa
—J)V ARy b ; coevolutionary coldspots)o F 72, (3) 22
KR, BENFHCEFOME, LEHOREFHE
IZEoT, BIERIZBWTHRELZEI I T DXL
BEFPHEORBHO ML, —BEECrERE LN
LAHRELZETRETHL REOEMMWIES | trait
remixing) o

DUEDkREHz/HmET 5 e, () HENMREIIEEMT
ZRL, b) EALAYEOBMCREN KT 25D
HpnE, —HL2EFIHY. (o) TNTOEEHTH
EINLILENMREIO o ZIHFEL RN EDFHI S
nn (KEOHIEEY 1 73 geographic mosaic theory
of coevolution ; Thompson 1994, 1999, 2005a), = DAL
BREOZHEEICHET 2RI, BEETVIII SR
L (Hochberg and van Baalen 1998 ; Gomulkiewicz et al.
2000 ; Nuismer et al. 2000) %%\ C. BEIZFEHATEE
DI bBBEL T o7 (Benkman 1999 ; Lively 1999 ;
Kraaijeveld and Godfray 1999 ; Parker 1999 ; Burden and
Thrall 1999)

LELBRE O MR 2 EENOR S OEHIL, BFALC
B LERFEMEICOEINZHREZRIFL TV
2o bbb, BHEETOEEZE) I EHFREETH
BRI DICBEALNL: o B0 EEREY. £
O LB 538 ) EHHRIF 72D TH S (Abrams Z000) o
FRIZEHTREIE, EHEMICAL NS EELREDE L
NEERTH o7z (Soler et al. 2001 ; Brodie et al. 2002 ;
Benkman et al. 2003 ; Zangerl and Berenbaum 2003 : Toju
and Sota 2006a-c)o 21X, EFDOT PO F ¥ 2 %21E
FIZELY ANT A EY) (Taricha granulosa) *HET 5
H—% —~Y (Thamnophis sirtalis) Tii, 57 b+0 F ¥
YUNOEPEICREKR 1O BOEMAMEESFEEL. V
ANGAEY) OBGEOHMBER LB L T (Brodie
et al. 2002 ; Geffeney et al. 2005), Z @ &9 iEEfLEE
DOHMPERIE, EFAETRL 5L ENMOEEISETTL T
WhHZERRRLTBY), BEMEEEHOZMWZRED
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DEMBEREYFHT 2 L\ ) BFEEmBEI I o 7.

YNF =) LY EBRRRE

7 U CEE AR O B ED O BHRERRO
KEENDEH BRI ENDOTH 5D, EILHE L
HEFNVELEL LHEGRIE L OEE T 2 0kE
WS EZATHE (E4K 2005, 2006), €T, A
FRCIE. TAVIIZEE & SR A Y 28 O R FEE DT
DI NF =7 5T ERFEER (Toju and Sota 2006a-c ;
HA - & H 2006 ; Thompson 2005b b EM) ZHlzE D,
ZOGHOFREBIIOVWTHEHETo T ELW,

WVONF X NS (Curculio camelliae ; 77 5 FF)
13Y 7 3% (Camellia japonica ; ) )NFF) DOFEEERD
RHETEEETHL, ZOV7LYOMRKIT, HIO
TR BIHICEVCOY 2 AN TYNFORERZIL
L. OY%5&3KNT 180 BEHEE L/2H L. BEIHOE
EXxPBEICHALTRENMOEFICENEZIT). IR
BEUNFEFERELCREBYRT TREL, HHLE
BoTYNFREPLHHMLAZOL, 2HFTKRIET 5,
ROy sEWV 7 AV ERROBBEIIN L, VN
FEDHERELESETVE, YTYNFORER

UNFEORTHRHIECRRZHOATH-NTH S

D, ZOBEIRXIYNFTFV T LAYORERILICHT S
SHHHBISTH B EEZ HNTE7 (Okamoto 1988a,b) o
22T, B EEH (Toju and Sota 2006a-c ; HiH - & H
2006 |ZfEH) &, BAZMOEP S/ LNz NFL
VI LAYOERE S LI, REMBROMIEN LB
To7,
BonEREIEETOEMMEELICEELZTRY
5220 Thot. TV LAVORBRE (OYWE)
EYNFOBERE (REOES) OB, B BE
HIFHBIAFEFE L CEB Y (Toju and Sota 2006a) . WILE IZ
B2 EFMERIT, BV A4 T 5098, BLU
REEET A XN 5 RO 2N & o TER
EN Tz (Toju and Sota 2006b) o W 212, EHLH % 3t
EAPEAL L TV R2ER2S, A5 20HEMIC LD HEE
LBBRIIH SN TV L ER T T, SRLELIRED
BIZ)MRETH B LRI N, SHICERRIEN L2,
RIS, Y NFOBEREICE < HRHEERD
R, ERUCEENMTFEOI AN L -V a v L EOMIE
TLDHETLTVREZ EPHLH,IIHR 57 (Toju and Sota
2006a) 0 ZDBBEICL Y AT POBEIR o 2 ER (B
X, JE - AER PERHEOETERES 21ZM
L TWAZENHERIN, T HELRE I B
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WEELTWAERITIE. VY A VI X AUBEIIE (%
B FIB A2 EE REICEILL 2B MRV E
MZ& Y (Toju and Sota 2006a) . EILFEEDEIT L & BT,
WEBOMELEEI T L VIR ZERNEHER LT
WL ZERFR SN CGEB RER) o

F, UNFVUEYYLAYDI MY FY 7 DNA DI
EEH 2 AW THTREBBEN BT 2 To72L 2 A,
RSB R EE Ay — VT REIREMRIC X
LEMY A AORPEEBR L, £ OBEBIIHAEE I
KL7Z EBHELPIZHR o7 (Toju and Sota 2006c) s &
BT, AFRETERVABITCL), COREMRY X
JTWz0REROKE (B 12 FERT - 1 5 8 T4/ T
HHEMEEIN, YT IUNFE2ECREHILNEIO
PR3 AN i VA N DRV AR =2 i G B Nl ¥ o ¥/
o7z (B - BH R£ER). 012, BEALNLHHE
LEEOKERERMER (VYA AOYRTRK2 M
YNFRECRAIME) . EHELBRIC X RS
LD 22 BB A TTREVEDSH B (cf. Schluter 2000 ;
Benkman 2003) o

B

DFCRYNFREEEL VY AVOYEOEREFHEED
=Y (Sasaki et al. R5EF  Isekietal. REE) I2b &%,
EIHEOLETFE L HEN 7 74 VIZoW T L5,
YNFETTAYORETFREMOBREIX, VoA LE
INFRGVFAIIHRE I ZaVy =N[4 —RDE
BEXMERICESE, VY LAVOREER P FEE
% B UNFREIHTAIRBOEFEL kL LT,

F=(+pB/k)" (1)
DEED Y INFREN T LY OREE TRHPN, 1 - F;
DEEDRENRBELYZITALLT D, VILVOHEL
ZoNFE, TOREEx VT AVOOYEy I
Lo THILBEIHEENGY) BRTEL LTS, 20 BE
BEOIA ML THTFEEIZORKERPLREE
EEHICHRABAS L. ZOMMET a(x) L ET. OYE
DAXMITT LY OERFE TOEFE DY) D5 L
LT, EFMETE S, Nx) BLUP,p) %, FhZFht
FIREExBIUTOYRy ZROIUNTBLITV Y A
VOBGETEHEELT AL, ROFEOBGTFREOTER
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N,

1+1

(0=1-8N,)
+ RAIN, () £+ F) [ =m0y |

F(=b0Q,(»(-F) J: 1%, y)N (x)Ra(x)dx

2)

TEREND, 22T = PO)/PEEEFEyD Y
TAYVOHEMBEETH S, F1OFEREV T LTDK
BE2ZU1 - FOHE0REFExOYNNFDH L,
0:() DEIEPBETH y DHEFEZOHEELZIT, L
Pe3o CZEDHBHED Y NFREAFENT - n(xy) TH
LB EERLTVA, Ty T2 & 2V NE P EEEY
TAVIZERNINTE, RESLY VT AT —EEZT
BEHFTLERELTWAD, V7 AYVORBIZN 272
INFHERE LA L 2 AL, Y NFREE N, DM
EEbiZexp( — wN) DX I IWCRDT B &9 hBEKE
AV DD ETH, BADESZYVHTERE S LT 5,
—F EBo2RE, OYRy OV I LU BEREx DN
FRELCEIEMNL, REFILFFTHILRREBLT
Who

> >
—

OAYEYyE DOV I LAVDPREEx OV NFREICZE
LEERERAAL &, ZNDPET AHEEN n(x,y) T
BN, OYEPREFIUTELRDFITE . REEDR
RETWEEIRIEL 25T THY., TLOPER
REEOMHENETIER . WEDEX — y PEIELE ®
HHEFREIND, EBE FBEFHICLE L, IR
DFEIILUTOUY AT 4 v 7 MIRTEUTES -

1
1+exp(4Ax—By—-C)

mx,y) = (3)
ZZCHREIE 4 = 0819, B = 0470, C = 418 LHEE I h
TWh, YRy L REE x OB mm TH 5,
EEN2TFHREDLERZLZOE, BEAFB LY L2
BYREVWZETH D, AMULHEAELGEZLOYRL
REEOBRIIMEE 4/B = 1.74 DEFBRICE B Ih
FEIBIEPOYREREED [£] ZiFcidgt s
BWZERBERLTWS (FO%EIEA=BL%5iET
THb)o COHBLLT, REENKE (LI EICX
2T, REFTETHOMELXDI DOV I LT THHELE
BRTHELDLLEDNEZ OGN,

INEY, HEZIYNFEMOREE x5 26k
X, VULAVOBSERZOOYEy L LDV TEA
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FEIQEMEZRTIETE, 250, OYRKy= (dx —
C)/BIZET A MMKIE. 50% DEILEIZEZ D, YR
BENL D EI ) EEILITRB T 2R P RAE 21
. FNEDEIVEVEIZITHEICEILIIEST %0
—F OWEREL T2 LICRRALADT A b2
ey eE2zoNb, LY DEILEHRISNOEILE
B bk, OYkE EDICHREBDT L ERET 2, B
EHZREREE LT

b(y) =exp(~c,»") @
2HRAT S, CXTep3IAPDORESERTEDEH
TiEIA N OFRBROREEET 1T A — 5 Th b,
n=10LZRFOAYROHENIEIZLPbLY %, —EE
OOYREMAEFE CETHEISELY T b, Z0OH-E%H
HMaZAMEESR, n> 1 OBEE. OPEIEL Z2NE
RAHIEE, OYEEKIC X5 EISERHIIEE BYIZK
E b, COBEXIFMELIR D ERR, Bk T 5 &
I EBOT— S IEFERB IR M2 RE LG-E&0HE
ELEYMERT,

ARy O V7 A O #EIS I LS T =R 12
bhBGEENDNDOESOREE LT

exp(—cpy")
1+exp(Ax - By-C)

w,(¥) = n(x,)b(y) = (5)
THEZbNE, COBBEIR. YNFREEx% _EF5
BVWOYTRENOECENRZ b 720FT 21w &,
OWEIZARBE IR NEDRNT VAT HHEOOBE y*
TRAIC:E D, RBLRZOYPRIIYNFEFEIZL 5 TH
TR E 5o

WAL RELZOYE Y EONFREE X & DER

PRI

&b (M), OYRIEREIA b3 hrbtE (n>
. EEMICRELROYE Y ZYNFEREY 2 L)
CUTOMEE TIRITERWICHEMT 5, ZOMEE 134/
LD bAS v, EE, B X IHEEO XOETE
AR, TERNLERTHLZ L5 0D .,
FEMETOES I

]U@-DJI

1+2 an2
B\ B

X:§f+£—lmg
4 4 4

B
(o)
anY

(6)

v’ 4

dX B
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YNFRRE, X

M1 INFEEEXY () 252728 S0OECMICEER )
YAV OYE v (), KENIELOFmZRT,

Ey, COBEEPFAB LN INVTERRTE NS,
51T, (6) £ n>108 & dY*dX < A/B DBIALT 5
TEERTIEOWMRL (), —F, BILHWZELRO
WRIZHDHEE, Y NFOHHBKIIRL

Y'Y cpy
Bb(Y") B

1-n(X,Y")= (8)
ERY. VT AYOOYRIZ»D ST A NDIEET (0>
D ok&iZiz, BEOFEHEREICBVWTY YA OY
EVREVWERIIZ L, YNFOBHBEIENE Y (V74
YOBEIBHIEI/NE) L) —REHN 2 ER L5
b LHPLIZO#ERIE., VArYOPYRIZH2LAIRX
AR I 2 ABAITIE, YNF EOELEEIC &
S THREPHERT TS 5T, VYA VIFEILEIIHE
REBUHICLTIA MR ERTAEBEL L85 %
BHRWIEERLTH, BB HDT—% (Toju and Sota
2006a) IEF SICZOHMREIFL TS (M4),
INLOEEMRER L, OYROIX MOYRE
EDITHRBERICHEMNT 254101, 20EANREK
B @) iizkoiv, EB OYRy O3 R F2SINEE
BT 5 &£ & ((logh()' <ODE &), IYINFORh
MRV A OOYRPEVERIZERE(RD,
EWICREROYE L Y N REEOREH OMHE &

b+1wﬁq/@+1wij
BT Bo ()

ar’ 4

dX B
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ZAB EDBNEL D ((logh()" <0 L, BI*P? >
BY9)D"(Y*) 124 5) o

B OWE Y 3EILEREy EOYEDO I A b2
R L TWh, iEoT, Y*ICEERE L Hh\WwWST A —
FHBEEEEBITELDLLE, UNFREFELE VY A
YOAVEOEFEIC L A EILICEE 2 FEIRAE L #
BIEi2iE e 2 0EN, ZOMBEED M ORI
ZEHN -7 (6) EICELZTTH L, 128 213,
INFOFAEFEE R). RAOKTE 5, ETE
EROBEREDRE w 2 EVBERES L & HI1081L
THHE, FEFAORFRELOYELX Ty bT5HL
(6) DHMMO LIZFEL EFEINE, 7272, VT4V
OWEDIZXNSTA—F (cp & n) RPEILEROEH
WhRERDBING A—F 4, B, CHEECEETEDLLBEE
Z DD TiER WV,

I, VIO LY OOYEE G272 EDYNFREE
DEWITRE % FHEIRE (BSS) A L9, yNNFR
BEODESS i, VU AVOYRESS LIXER D, HEERE
BREOBELE 5, 0. VLAY LY NFOFH
BERKET 2, VO AVOOWE YR EE L Bk
HMOYNFEREL X EToE 5, REEOFRER
KOV NEOBAESE (BRERERIOBOL &
HIXTEISE) 1
a@{F+(1- BY1- (e, 7))
aQO{F + (1= F)1- (X, 1)}
Lhbe ZZTFREARMEROFEHREIIBIF 2 KE
B3R F = (1 + Pk T HER Y Y &Y OFHEE P
LEERY N F OPEEE NiZ

A,(x)=(1-6)+6

5=Rmxﬂﬁ+a-ﬁm-mXJ»%mpr)

. . A (10)
P=NY)1- Fn(X,Y)NRa(X)
PHRE D, EWICRERBRER

62/1H (x)
ox?

04, (x)
Ox

(1)

x=X =X

PHROOLNE, ThpbROLNDL, Vv AYOYE
EZIEEOBLMCRER Y NFRFEEERR 2 IR
To VILAVAYR Y AN S WHA(R2TI20< Y <35
DOWEIHT), BALWIZZER Y NFREEIOPEL KX
CERASTEL, YNFEMORETEILIIZRET 5,
COMEBTIEV Y LAVOAYRPEMT S5 & S HIZESS R
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10

A

VOLYOVIR, Y

2
YINFESSRKE, X*

4 6 8 10

M2 VoayOYkYy () 5 27-L 20EHICEER
INFRFE (), RENGELOFRERT,

EELENT 2, LAL, VYAVOYEFFEEOE
2hnbl (M2TiR35<Y<TOEET)., 5lEH5E
VY LAY AW R LE S REE;RITEICELIICZE
2% 5 —FTy BIICAEE 2 FERELRTT, 12
EAERBEENETITELS, BHERELTI YLD
FERRBMICHA LZRESAICEEIC RS, 51T
VI AYVOPEFEVEAICIE (M2 TRY> T, YN
FABHB & IZITEEINE L REAE IR EIC 2
%o

VO LYOOYENEMT 5L &, YNFEHLEE
FCRERPERICOED o TEFELBREELD, H
FTHOREENEL ZoTIAMREDL AL, VI A
VIEHTARHEDE LD, VTAVIZRREN WA
BRI T A ERNICE L A0 TH D (FEKLF
FOAERED CHERHETD, FEBEOHEEL S
ATzl EOFEEIE ORI OV TREO N ER 2
5 DR 5N % — Sasaki and Godfray 1999) o

FofE TR, YNFEFIOREEICOWTOEERN
\CER 22 A LR E T OIS L 245, —#RICITERE
RIS R IREEDSELRIC R EIC 2 5 T L b EF S LB,
AV I 2L —Va Y OBTICEs e, FRROEWR
BEFo T AVICHINT AL, VT A V~OF
HMEHELOTHCEFAFEL, VIAVHRLOHIR
L %00 B SR B\ B A A9 IS AL I 225 12 7 A SRR
(B35<Y<T) Tit, ZLOBAE. AEVRELFETS
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RSP ER T 5,

PE, UNFREEZFGE LIz &0V YA 2 OY
EoO#ElLE, BV AYOYRYFGE Lz Zi12Y
INFREEOECIZ OV TN L. W&o EdEE 10
THEEN RIS KRELRBEN R EZDVH L Z L i Rz,
F7o. MBEOMICHK ) LORXELRP, FHEREEICE
FABIEIEREIIOWTOTE D F L iz, FEBIC
RYNFREEEEL YA OOPRIZRELL, KX Q)
DYIalL—=2a VL BBMBLELROLEN, KL
MozF o BLLEIEOTA VI I4 /12Lo T, #
{LOBE & FEMMICEERIRREZIZIZ TR T 5 Z &AF
T&% (Sasaki and Godfray 1999) . Z DIEHTIZ L) . BE!
HECRFIRED S VN F RO, LY A 2
WO T & OEICENEE & LT OBERRE VRS F\ AT
RoONBHD, RBHTEFEL R ULV,

UTTE, Y7 INFEIFTTLVEDT— LD
HBICERZ LIZo T, HAPOTRBENLZL ZH L
5o '

WHW 7 74 27— LOHE

9. BRI RER LYY AV OYERED
FIZEAR BRIV TRETT 5. SHIFERZHO
EFATYNFOMEEHETE ST X —F (INFOFEFHE
B R, BT BEROBEREMLIE w, BARDOETE §) <
REEPEFEEICGZLTARSTX—F (a(x) D
B gD LT A—58) PEEICL>TELT 5L &
I RE (M3),

BIZLIZINLDONRT A= 3 bb &, v NFE
FE® ESS A IZEILT 505, V7 Ay OWED ESS
BITEL v, ZOKR, FEREOREEL OYE
V' AV OWED ESS B (HED 4B L /A Svid
IZEHEDS A V) OEIZES,

WICHIEN 2 74 VR RTERZELOYREDE DER
BMROEXIZOVWTRTA L), M4 15HETORE
E L OYEDOEFRFHOMOBERRE RT, IR 1L 0.66
L), BRI PERRICLHEROEE AB = 174
D BT o L/NEL D, HMIETTHRARZ L) IS, ELY
WEEROYRERRELE DD WZOBEBOBEE 1L, [
WEO I A MFEEE (OYRLEEINT 2120w TH#E
BRI A DI TH B L FICAB LY bIEL 2B,

RBICKEMICBIT 2 FHAYE & #ILEDIHE =EOH
BERSIZRT, R (8) THRR/ZLHI, OYRDaR
MR TH B EED ST AT OYEDESS Tld, #
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1 4% RER - REA - HEEST

VOLYOYER, Y

YINFREE, X

B3 YNFOBFEEEOHEEKREE (W) OR2 5 5E/HIC
BUBYNXFEFEDOESS (E# E2SIHEICw = 0.005,
0.01, 0.02, 0.03, 0.04) &V AL OWED ESS (Hikg) OB
120 TH O EN IR 2 FHREEZ S 2 2, FH LI
wih 2 &y NF BEED BSS BMRIEELT 525 VY
AV OWED BSS BRI L v, ZORE, FHIRE
OREELOYEIZ Y A OYED ESS fhfE (M X 5% 4/8
LR EVZITER EOHR) OLECED, VX OFHHE
BERTBENE T (v AVNSWHR) 38, BERELOY
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