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1-1. AR DOER

FENPNITARIERSRAMEAE L, F 2058 2 156 5 Eat e B oo (Ll f2 o g i 1 3k
T EOREBRETH D, BN TOREMEROE I, MxH OMIGE L& B H O
R EE 5 60 T e S BE LT e L C H ARVl < & U 7z il fgod BRGE0 28 BEER AY I 52 P8
iz (Hamilton 1964) , BEAESMEOE(LIZIE, B OMmMBEE N KLEE D —Kk— %
WHEERFMETH D EE 2 BN TE 2 (Boomsma2007) . D, R MATIC
0. BHSMEATEHOMEMEIZT R —FZORTH D Z &M 522 X7z (Hughes et al.
2008), — T, 7 U B OBEE O AR & I Y ARFHE, AR ANRFHE TIREN AL
[Z I ENZRIZRT DRSS ERl oA HE L L7z (Hughes et al. 2008), %z E3Z[R142
BT 5L R OfIL, B O MBEAAMET L, afESEZ s 85 2 &0
EZ bivsd (Boomsma and Ratnieks 1996) , ZAULIZHNZ T, EHd A 2 TIILRBFEFD
HhNc X5 a X R 5 T % (Crozier and Fjerdingstad 2001) ., 121X, REIZ LD
TRV X —OIEFE (Thornhill and Alcock 1983)X°, # & S5 fEMRMED AN (Arngvist
1989) . PHRRYYIE DOfERRIEDHIN (Sherman et al. 1988) 2N ST\ 5, KEMNZ(A
RET DO R OMIIIX, 30 FLL BRI DASAEMFO R L REETH 5
(Starr 1979; Boomsma 2009)

BB HEANT BB 5 L EDOZRIRREOEERIZ OV TIE, 14 GRS EE I
T\ % (Crozier and Fjerdingstad 2001), =D H T, *%%*ﬁ“(%ﬂi?ﬁﬁ (Kraus et al. 2004) &
ﬁ&*mﬁ%ﬁ"Té%ﬁ%ﬁﬁ@%ﬁﬁﬁ(mwmm) AR5y 3 ONEHER
(Waibel et al., 2006; Hughes et al. 2010) | Ji5~DOHEFLIENER (Sherman et al. 1988) |3 4H
A BAMRIZZR <, FRIZRFET RETH D L FHI T % (Crozier and Fjerdingstad
2001) ., 7= BN TF B TIEBFEOFOMEZ D S HRNEN TR ST\ D (Trivers
and Hare 1976), ZaUid, FREMEOHEIRERKNTH D thatF B Tld, B EHITL
ENR—EILROGEITIT @ &3 icx32 L0 RIS L TRWIEEZ & 2728
HKE LV ETCRAREISHN TH D, —F, ZEL L TULEF L BOMIFRF IR
FILTHH-O, 111 O THEZEDLZ ENHMEGHTHY . L E@EEM 1okt
(2 K> T O DB IERTFREDN AL T Do WED LRI e b R 72k~
DIMFHE 2K T S8, ERt ClRA_EB OO 2 KD RN B S b Z ik
HRZENFH SN THY (Ratnieks and Boomsma 1995) . Ziu b _EFL DGR & HE BEFR
2720, ZHVET, RRUREICRET D ik 2 R SGEFE M TON CE 2, B EDZREIAL

DHEAL D FERBEE KN DV TIEAR MR S TR0,

Bx 2B T A KN TOREFHEEGR0, A AR AL FRITRE F O SR 3 4 1l



D A X DA 7R RAF 72 & W o Te R REMEIBIRD A A & A 2R DRI E DA %
RET D ENH BTV D (Andersson and Simmons 2006) , IT4FIZ72 > T, Bt
NFHRIZBWTHREZ RS LI BB R SR E R L2 G S
LB 7= (Boomsma et al. 2005; Baer 2015) , A BAMERINO T H A X DA 7015841 7
X KT ORI & 2 WIS RIS - 2 8 F L, BAPE OB ZERM: A 50 2 7 6E
P23 % (Crozier & Fjerdingstad 2001) , #L& M ~T H B o 1 CHRIZAZ R B L
IVUNF T, BERZIT RS T2 AT 21 TROR Y 2P ST
(Baer 2005; Schliins et al. 2005) , £7=. BA I U IV NRTFOLEIIZHERIITFO T
Z R E DRI ST L Cu\% (Page and Metcalf 1982; Sasaki et al. 1995) , #t&
PENTF B B R TIEA MO L EOFZREE L F DR O O OB ITA DOFEE
WD E, TROLEEDLZRBENPLNRITZE, LEITH OFRATHK 2 FEICH
WTERYD, BoOMMEOBIHZKRELZ SO D TR~ERLL TN EEZ6NTVND
(Jafféetal. 2012; Loope etal. 2014) , JElZil 7=, R ~OIEPUEGL, BIEHIEE03E
TRIEAREN, BT D1 DML O SERRFIGERIZ N T U & B ] O BAR A AR M I £
) IEDFENE 2 B s (Kraus & Moritz 2010), BN OERMIZHEME % & 5 IS
FEHEMEZRDEN TV DEDENERGET 5720126 FlNOZ EORZREREL & 2R DR
D ERHRDUENRD S,

ZNET, 7727 UHFE @O Pogonomyrmex occidentalis (Wiernasz et al. 2004) . &
A4 =7 I NF (Mattila and Seeley 2007) . A X A XF#E AL Vespula maculifrons
(Goodisman et al. 2007) @ 3 T, HANOHERKE OHZNRE L Lo, 238
FRIREICIEOERN S D Z & B3 i, KEDOZEIAZR D EISH) Th D ATREMED R
ENTND, AR EIE, KENLZLR LIZRROEERY MOFHET DL LN TE,
BN Ol & el o iR & KB U 7= HEEE T & % (Nielsen et al. 2003), Z ER %A% E
T ORIV THEANOHEE O MK & BN DUV THIZE T 5 BRI A 2R EIT
FFIHETHY . LIXLIFEDNTE 72 (Bl 21X, Wenseleers & Ratnieks 2006) , — /7
T, FIREIIAR O LR D 2 EHEMICIIR L TR LT, flxiE, RO ERY
ICRRDNENZZ LD ERICIE, ZOWEMEIZS E D AR TITZew (Jaffé 2014) . =
D=, RO R Z B FE 2 TR EDZBRZRBEISHTdH D NE DT~ 5B
TEDRRBEEL & FDRFRDIRY & EDATEBRTAR Y E OBIREZ TR 5 NERH 5,

NEUT U OEFEIX 20 FLLE (Weber1972) | &4 I U I Y NRNFOLFEIIFEMBEN
A TIx 8 4E4E % % (Baer and Schmid-Hempel 2005) 7 &, #h&M:E tod e FIFEEAE
EEDFES S, AVEBHERE)EOFIFARS CIKEE CTH S (Crozier and Fjerdingstad
2001) , 7 B ARXANFREOMITHELEN OB L EHI T, KENZERET D
(Spradbery 1973), FIZHA& N B RO L FITHMTER L, B DKIZOT Tl &4
T AWK F A LI EDAEFELAT O FROPUL LT A R L BT TRRE L
BRRKARRIC AR & E @& i, AN KR~ LR L, Hik EOARNEET D, 7aAX



ANF RO E M L A AT EUEREPOPEL ik EI3BHEBER LY b REVL
EEEMSPMET 5 (Spradbery 1973; MacDonald and Matthews 1981) , 7 1 A X A /T
JBOIFIETIL, B EBEBERCR EET R BRI EDOEE L L THWT, BEDOR
FEIHER S A O E L B D ORRR T~ ST & 72 (Harris & Beggs 1995;
Goodisman et al. 2007) , 7 B AXANF RO EGEHITELBHAA SN D
(Spradbery 1973; Matthews and Macdonald 1981) , Z&4& 1%, 1RO BRI Z BIHLIIE &
THHEE LT, X0 R ICBEIER I E 2 HEET D 72012, EERPHE LI2ZICE
BHIZIE D EHD O R EOEEBFERINE 2 BT 2 FikE e, 7 r A XA RTFJE
FHAEATH Y | L EOBEFERRIIE & AZREHEL. RADOHEEE DR RO Y ORIk %M
RO DITITRBERMETE E B Z BiLD,

AN O & IUHIZ 3 A9 2 o &7 1 AR A ST, ¥ A AR (L Hik ¢l &
HEBE L THIED A2 NEE L, BT 2HI 262 L Tuv% (Nonaka2010) , Zi4l
O DABHIAUIZE D S BEESPCHBIED M R A AW D Z LT X o T, RO E BAIH )
LERAYE COXMIOY T NEH/DL LN TE D, 2T, RFETITZOHIM
HUH IR ARXANFITEA L, KO L EDLEILZRBEIGH) T D 0G0, KO
FEHEMESINO EENE, 2RI R OFIRISIGR ORRGEEZ 1T - 72,

I ARXANFROL L O TLERMEBYICHSTFEO—HTH D[RO LE
PESTZHAEFRSID Z EBMBN TS (Greene1991) , HOFESTVIZEL T, 15
F & HAEE O X DR SN D AR B D | ZAUZEN OB SR E
DD, I T, AFRETH, VH 7 B AXANRFIZBWTHEN, LOHER CHE%4
DEEZ S5 TWVDEMNE I MERRGE LT,

1-2. FEOPMEL HHY

AMFFETIE ZRIZRT %2 H 7 v ZAXANF LEOAZ R & ARG E o B
BRa, ZORRNG ., KEDOLRIZRNEISH AT TH D G aid#md 5 (2
) , WEDZBIAZRIC & » TR &2 AT BRIE, U B OBARBI RN
K9~ 2 R~ DGR BARHI BB 0 E RGBS TV D, AFZETIE, @&
We DR K o TIRRADIEINEDZEN D 2 G2 RET 5 (3 &) . WM OB
HIZARMEZ BN S 2ITEN OO L DI MO L ESME- TR DTS I ITEINZET b
Do £ T, A THHRFELIT ) NEVPHGREST D (4 &) . LRROMREHEXT-
IAT, YFI B AXANTFOREILET HLEIZROENMIBRIZOVWTELET S (5
) s

1-2-(1). wEDAR IR & A EEGHE ) E ORMR (55 2 75)



LEDZRIRZRPEIINENETRD 20T, VX T B AXANFIZENT, ©F
DAL REH & AJEBTRR SN EE DBIR 2 i~ 7o, EDMIE T, ZEOAJERRY)E
EZEMT 2 L3 L < | K EBRHOM & EHON BT E DR L L THWHLT
& 72 (Goodisman et al. 2007; Loope et al. 2014) , AWFFETIL L Y WiE 12 F O A JEESE
RN 2R D FiEEZZRT D, ARXANTHEOERITIHT 2 BRI R OEICHEZ | P
b 2 BRCITRR A% T, 7 B AXANF B TIIERDOEET DDl —2 D X EFH
NEHEFRIF S, 1 BE»OEEEER P L2568 1TIR, BRICER S 5 #ITHEE
B2 %, EFIX, BEOZRERZENESHTHDNEDRAET 572012, BBEICFE S
NI D H L EPMeEEE T 5 2 L C, L EOAEEIRIE 2 HE LT,

i T B BRIIEASMEZESRZIC KERZREIZRET 2% & Eifll OfE7 8L
L. BN OB ZERMEZ &6 5 J7m~#E{L LT % (Hughesetal. 2008) , HND#EI=
HIZERME A =8 2 71EIT, B EDORRBEEZELT Z L LSMC S, b 2%
IS Z ERBZ LD (Jafféetal. 2012) , 2D, REZMETIROFELBE LD
D, BEDZEZ BB GBS 57201203, BAEERD R (KEDKRE
1450 . BHERRIIE DRIRTET TR < RRDIRY & 25 DO BUR AT~ D03
W7o (Jaffé etal. 2014), 2T, EHFIIZRBHERRO A EZ T, KEDE
[AIAZ B 3@ Y T 8 2 DM DN DN T, R E AR DR Y | A JEZGA RS E O BIf%
IR, BT D,

J B ARXANTIBOLEFTHOREERERHIL, BIZX > TRES #7225 (Spradbery
1973) ., Vespula maculifrons OZGE HAEFERIH 2 6 RN TIL, AR RENKE
WEEDORIFEFEIZZL O L EBEREEIMESL LTV (Goodisman et al. 2007) , =
DFERI G AR RBFEHRD 2\ F TG AR E O B AR R S N TR ME S R S 7z
(Goodisman et al. 2007) , —J7C. Goodisman © (2007) OFERNHIT L EDORERIE &
BB RBICABRBRITRD AT, 70, @SB E L FEFHEORER R O
BRI OV T HERN BTV, £ I TEZIL. KEOLRRE BB, LEF
5B OREZEER MR DB & A LTz,

LENSERZRT HTBERNOOE D E LT, BB MEE S Tuvb (Cole
1983) , ZOORFLTIE, LEN LV ZL OMKEZ L BEWHIRIAE Lt!T 5 7-912,
ZRRENEN LT EEZEX N TS, BEASMENTHDOIZE A EOZFIZEDEFED
—HIM7ZETTRE L, T2 R, ZRBEICRE L T A2 H S
(Wilson 1971) , ¥ FAEERFUZ, ~NF U T VEOT U THEIESNTEY . 7V DL FEIC
BT ZRIZEOELERO—D>THDHEBZ X LTS (Fjerdingstad & Boomsma
1998) , AFEICEH W T G ONTT — X D O FASEEGELO FTREMEIC DWW Ciim T 5.

ARXANFHBOFHZEITHE L 7= F DO HICKRZ L, HONClA ZGT 5 L5
ZHN TS (A 1995) , S Z 7 0 AXANRFOHLTIT 10 Hh~THZANHH
1~2 A, AP T 25 (3R 1995) . T E TICEHIT, T Fov 47 e A



RANFIZENT, 11 H FVAURRICHER L& £ & A ARRITETIT, BOA 2B
TWAIEREES BB, Lz, FAIE, 240 OFUEREINBVER T =1L — Dk
HRE L BEPOEFERPMERNE T L7, V. maculifrons TiZ, (K51 X‘ﬁijté‘b‘
TFEIFEBEAFOEFRNREmNT LRI TS (Kovacs and Goodisman 2012)

T, BHEIHEOPUCRH L s E &, JENIE. @ﬂ¢@$f4@@%%ﬁ“to_
O DOFRERZHRE 2 TURNOAR & AR E L EOEIZO W Tl 5,

1-2-(2). IR~ DOHEPUERE OMRE (5 3 &)

3 E T, KEDOLEZREOENZERD—> & E 2 5TV DR A~DEGIHG
(Sherman et al. 1988; Kraus and Page 1998) % falE L7-, B HTlIEs AU X - TR
EA~OEPIEN RS Z LR B TV 5 (Cotter & Wilson 2002; Calleri et al. 2006),
RASDOEGHEEF T, RO B ORERH 2 WIERRICE > T, B—DBEE O
JREG I3 U TR DM EE 73Rt 2 & 6 RO, RS BRI k- T
Fl—fE FICX L TR DHEMEE DB 2 LTV % (Sherman et al. 1988; Kraus and
Page 1998) . X EDLEIZRIZ K - THANH DOBISHIZARMENIEINT 5 Z L%, BRI
TR BRI DIFFIRA~OEPINEZ O Z L1272 0 | B ORR OB % Il TX |
B A < FIREME ® % (Sherman et al. 1988)

IR OIGUEIGIZ B3 2 FIH O EGEF TR L, BAR T ChREN—RILZROEA 37
F I NANFAFEZ N TN, A 3T F I~ AANFA_NFOLFIZE L TERD
RFOKEF 2 NI ST B TR, B M OGN AR oY)y, BIsAYICH
DORERE TTER LY Lz 57z (Baer and Schmid-Hempel 2001) , 7=, &4 =
VA A NF RF IR R DR FRAIC L o TR EMEE Rk B ER H D =
& B BN o 72 (Baer and Schmid-Hempel 2003) . D%, HAR T TH L ENZ[H
RRY DAY IV AFITBOTHRE DRSNS mORIZ & ZERMEME
& U ORI T DB B W ERBH LM ENTE (BA T 7Y RT
Seeley and Tarpy 2007) ., [FEIERO#ERIT. KERNZEILRET L2742 707 VilEO
Acromyrmex echinator CHFDH HAL, S HIZ, KR K o THIEE ~OEGHIED 20 &
52 B BN Sz (Hughes & Boomsma 2004)

RS OIEPUERFLE, 2N FE TIZIRBEIN TV A ZERROFIREFHOT TE | i
LRFES N TOWDIGERD D2 Th D, BALEMENTOLEOHIEBREEZE 25 LT
AT ﬁ£@§@®%ﬂ@mbt“*ﬁf $ﬁﬁ%@£#é CIIFER BRI,
S BT, R~ OIBUMEIGR Z FREET 2 72 DI2IE, 18 EOBAR TR OE M FED < JFJR
E@%EEA®%H@@%£KTT&<\TEE%%&E®@%%@_£OT%\EE
SNOJFFMENR IR 5 Z L R T HEN S H M, EERIZH 3R S TH A H61F0 720
(Lee et al. 2013) , ARHFFETITT ¥ 7 B A XA NFOEBOREFR & AR DA% B 5



JFME SRR O Beauveria bassiana DFEE D IR ITIEYE S 5 FEBR ATV ARHLA FREE
T 5,

AP OBACHIZIRIEZ @ O 272 0I21E, KEDORREF AT Z L & RO
DE/NSLKTHZENBZLDHD, AP OBEII SR Z RT3 2 7291
X, BIZE > TAEEND TORXRZRBIELSL (WHRV) ZENEZXHi5H, Eberhard
(1996) X, B2 X A TREFZAENICE D ANTCZITEIETE . X 2 DREHRIIERL 273
B RHBRH D LML WD, SRR TH, REAREECATEEN D A 2D
REHDELTF 2 DAFAED TR STV S (Bear 2015) ., ABFZETi. LT DMl & DX HR
DMEENHIZL > TERD), TV XL TOLIIHRE LT,

1-2-(3). N K OEH S FEORRE (5 4 F)

FATETIE, V¥ 7 v ZAXANTRRFED D WV~ T EZIT O 0 E D 1 E K
AELTc AT A7 U ORGRIFY 70 & Bttt IZEMM O W Btk % O E<FA L,
Z DY N BT HDITEIR M S CEH Y (Holldobler and Wilson 1990) . Ziuidit& %4
ERETIN D, ARV BEOL S O TIIHAETFELITH) ZEBNMLATND (A -
[LI4R 1984, Roseler 1991) , #&%A XL R 4 F¥HIC KBS 5 (Taylor1939) , (1) Ff
WO AR — IR F 4 L EDREHITIE U CRIFEOM O L ERE- T2 BATRE A L T =
DI EZEF L, BES> TEDOROME DT @ )AL, B S O & ik & ZHE b 24
FET D, (2) FEM DM R %A « BFERM T 2 SLUMIFEN O S/ — Ky
FHELFRUTHD, (3) MDA « I H T L, H Ok
FEHRGAEET S, (4) ORI KA TA - LTMAEIZFEL, B OI3# X %sE
PERT, BIEROREAFET D,

AR A NF MR OFEN L OIS FAEORIZRIZ, b o1 B o o — ki)
FIREEEOIHB 152155 2 ENRFEX DI TEZD, BNOBIRIZHRNMEZ 58 D30 5R
b D LML ST, o, 7 B AXANTF RO  OFE TITFHEN O G/ — R a7 4
EATO ZEDRHMBLILTV D (Matthews & Matthews 1979; Greene 1991) , & Z C, AffET
LN O FENE Z > TW DT,

NFHOFETFEICHOWTIEL, 19 AL HAFEEIC L - TRIZZ S LT & 72 (Huber
1810, Darwin 1859) , L»»L., ED L I ITHEZ LHEENELT DN E V-T2, s
TAEOEBRRIIRZITHI S TR, BIfE, HEFEOEMGLE L TIE2 50
A H )T D (Lopez-Osorio et al. 2015) , — DI & FRIEAL. HAEE D E &
WO EEMEET D2 ENRBEZ BT D (Buschinger 1986,1990) , FlEPNEL CIEFEN
D, FEROTFAE & 15 EITR 2 /MO BIEIREEE A 8 U<, Rt a BT S
B2 TS, NFEL T 2EE ) ZHMADHE TR 21TV, EYY
1T2% LI2VEERMB OB L THRET 5 Z LR bIUX, SWnERIC L > T, Eiio



FIHMREEIE ZV 9 5 £ E X BTV (Rabeling et al. 2014; Boomsma & Nash 2014)
FEFAEOEMPERD & 5 — JF IFMRMEGR & FFEAL, B %I 2 FEAFRFTICAER
L. WEORNEFAEEIZ., bORHFMEEICRD EE X B TWD (Wilson 1971, Starr
1979), FEFMGELZ % 25 9 2 Tlik. Wilson (1971) 13 %4E O NN AT D
BIIMETIZIR W &k~ Starr (1979) 1 X FAF OMEHENENET AL T 5 2 L H3HTE
ISR X | ko AEE LB ENRFTANCAER LB AIC, BMEAENKE Z 5 Lk
TV, ZITHERTARZE, BNTFETHIND & Vo THEMNGELA XRS5 DI T
72 TG & FEMMBEGEE B 5 CH , FNAAEDSATEIGHICE < FReERH 5 Z & T
5,

WA, 3 1 RAEMRAT OBFSEIC K TR 2 3R DGR 23R &7z (Rabeling et
al.2014) , —J5, ZAUE CICHEMREL O BRI LA R STV e, MR A 3L
FF 272010, g 2 FEARPTAOIC A S 9 2 s CIIRERM 77 4E L. HEARRE < I
ML L CTAERT DL ) ebla R A 525 2 EnMETHD (Berlocher 2003; Buschinger
2009) .

AINTAERT D 7 v ZAX AT FHLHIZ A0 U, SEE 2 B AR LI 5047 5 4ifi
ERFED 7 1 A X AT (WFED ZHEFRIZ- OV Tid Perrard etal. 2015 22 H8) &A% (Lis
TOHOAMAEET D (A 1995) , FEZ L, 2HOMBAEET HHIL T, EH 060
55 OFED G OFEEFTFAED SN2 AU, FERUGER 2 KR DU 72 5 & & 2 T, £
DI, AFETHLHENB L OHEM COHSFENEZ o TWENETE LT,

fhEtEnTF B BROZFEIZEIT 5 2RI OERTS O3t MRG0 S
TR E LT < OMFEEIC L - THRY L E 1 C& 7= (Palmer and Oldroyd 2000; Crozier
and Fjerdingstad 2001; Boomsma 2009; Kraus and Moritz 2010) , AH#FFETIL, v X7 1 A
RANRNTF TITRENDORZDOENR LN, DFE D | ) X OB RAIIZHRMED FO T &%
FERKNEN BN E A BN L, BEDOZRIZRPEIGH THDHZ a2~ (52
) o AMFFETAXRAANFHERTIEHD T, RIS D PTG 2 E5E L, ERY
ZERMEE @D D Z EDRNOEREOAELFICTH L TIEOREL 2 5 —BREZ MY L
Too FTo, BT BEOR EPUCFHNIZA ERBMRITEED LT, @ &35 E DR RIC
RmOPTIAEFESN TV (B3%E) , 20 &t B RZADME BN & ITAFE S
L. BNO@ X G DOBIRHIZRIEEZ R T 2R B D B2 65, EHIT, AFET
EFRfERS L OMFE~ O F ATV, HEOBHES % EZFHT2FLmR L (65 4
), fHEETWAEFOBESENRE L CRAMEKT 5 2 L1, RAOBEBNIZEREZ &
WHZ LD, mWLBEBENEHSMHOELEZHRE L FZ X 0N THDH MR
(Hamilton 1964), AFECIXHAPIO ML 2 T, IR EZ SO 5k EDZRIA



B, AR OFERESFENRBO b, EOEIEREZREICHERT D,
AFETIXBNOROEE  RORY IITHEERMEBITRED b oTe, — 4,
BN TIL, RFBDOEDKE | RO /NS WEITTTE) ) T o Ll & DA pE
BRRENEWIFERND RO /NS TEHLEITHEISHTHD EBEZ B
7o HEEMENT H OLENFE DR ZONE 2 f-> TR LY | Ko, Hix 7240%
DORETEFRALIED T2 ERMBLILTND (Baer2015) , 47 B AXANF O FE
DL EIZROENTE 5T, ZREIEIER, FHIFRERRAERL 2 (A R L DN TORE
TR DENTWDAEEMENRE 2 bivd, ZIVE T, thatEEkicB T 2D R
ERA IR IMAGERIRICIEH L CHED 5T & 7228 (Boomsma 2007; Baer 2015) . Z EDZ[A]|
R DOHEACIETE A MR 3 D IIIMERIROIE NI R CTh D & B X A% DEEEZ 4
T 5,



2% EORREE L AJETHER L) O B

2-1. &

2

BTEDZEZRPMSLICHEL L7 2 73T Vllik, S YNRFHE, AXA AT
BoOMETIE, BEDOANRRE (KEDOREMFORE, AENTFOHERXRDOEIE
THADT L) BDEWEIZLE, BHRATOROBBCOMEHENKEWNZ LR
HEINTEY ., KEOZRBIRZRENWESHITH S HEMEN /R X TV 2 (Wiernasz et
al. 2004; Goodisman et al. 2007; Seeley & Tarpy 2007) . —J7. Z OFERIILZEFE NS
W ETFHF A O F B TEIEICIRE T 5 ATE LHRIE O DA T T D TRENED
BEZoD, HEDOZERRPEGHTH D0 ENEFHRDHT-DIIE, L EDOEEE
TP R D BN DD, ZEIZET DT, B ORI ROR T2 %
[ZHWT, B OB ZERMEZ 5 6 2 A8 BB MR IRO A b FEEfH ST D
(Jaffé et al. 2012; Baer 2015)

U AXANFRIL, BEEs A AIHEEFTENL, FIXEIIBHESEFTRELY b
REWHREEE»OIMET D Z LB TS5 (Spradbery 1973) , EH L, 7 1
AR ANF @O TIHEERI LT DERICEEZFTRICKT Z 000, BRPoOEOK
MO EEZHEET D2 &N TE, TNEBIHRINEIZITELEERT, £L T, &
EDOLZRBEFE L RFZDRY . AVEEHERENE ORISR Z T~ L ED LRI AL )3 L HY
MENE | RRBEIEEIRO AR 2 A LTz,

T EDZEZROECERIT, BRI HRKT 5 & OLSMT, il
B IRFLAMEIE S4L TV % (Cole 1983) ., fEFHbVBIRFLOFTTRSIE & LT, ZEITFH
ARERE T2 TR THEWEIS Z L b FRADBTRICERNH L Z ENEZ LT
% (Jafféetal. 2012) , Jaffé ©(2012) 1X. Z DGRD F TIlE A AEEBNZ WK EIT
B ENEL D2 OFALRRETDHD, EFNDFDORITRY N5 & FHl
LTW5, ARFEOFZEAFER L RO, WY OBRRN bR FRVER S AL T D H
e Do

7 1 AZXANF /OB L EFTHEOMERGIIT, BICX - TERRD LB
T % (Spradbery 1973) , 7=, KRBFEFENRZ WL EORIL, BEHEEF OB TIX,
REBFEHED DI NZEDOR I Z OFLEEFEEE->TWeZ b, HikED4E
PEBH AR N O ATREME S /R & 31T % (Goodisman et al. 2007) , 4 7 B A X A
NFTIEF LTI, 1~2 0 ARNIChIZ> TAEESN DA (KA 1995) . FEiEL 72
UTe 2138, fEEENZ LS, 2o, &R T35 72Dk EOALEITIIAFNT /2
HEBZOND, I T, AFETITPUERENIC L - TBA R OAEFELOMEE, 5



RN & D i U, L EOPBIH & A th | A% D ELFIC OV Tkim
ERAR

2-2. #EEE Fik
2-2-(1). DOHELE . fHE K UWERK B O FH

2014 4 6.7 AT BRI T A4 (LHT (S LEREE) & REFRIAARTT (AR <
VA O ARXANRFORE 10 B9 o, 2015 £ 7 HICEERE - RET (51 RAEERE
THWEEE L7e, BRE L7-HITATAMOMBER (30x30x60cm, X 2-1)IZ AfL, fREL
T2 E 72N CHOMEEF Y OE T £ CHFEE Lz, &ILEEEE S I AE AR, R
RO ERFZDOMRY . BNOWEEEORRZHHET 272DV, %tﬁﬁmﬁiﬁ
%-@ﬁiﬁmmwtoﬁ M F L, 30% > a HRIE E =T R U Ok & P A 1 E

BNRRENIWVEEH 2T, Ei0. BORATENIHI R, ﬁzt@u%®
@%% IZEEB IR - Tz, AUEEREED 4 34T, BRI NS00, fE R THER
fiRd Uiz, BB L TCWDHE L IXBIINC, 2014 47 10 A 11, 12, 14 B2 BT S kT
ICTHA DR @ E i LI 11 BERE L GJRBEERRE) . ZHIT B & 4Gt
J7ee BN L7242 T Of) & #:13-30°C THR{FE L7z, 2014 4F 11 A 28 H & LfEARE, 11
H 29 BICIARMEEBEOROGEZ P IE L CHREBE 2RI L, @)X ST ARETIC
%wkﬁﬁﬂiﬂﬁ%i%ﬁ%?%&%ﬁﬁ%;ﬁﬁbfwk%tﬁﬁmﬁ@S%H
R« AR AT 9 72912 2015 4 11 A 5 HIZZ N E TOEELHTH S 300m B 7=
%ﬁ_%éﬁﬁ_t:ww\MﬁKﬁUI%vy@ﬁ%%otﬁﬁcmwwimFm:
BEh S w7,

ARFFETIE, 20 A IV A— M RBOEREZMEEERE L, 20 FHFI U A— |
WA LOBREZLERRE Lic, ROBE®EER L LEBTHOBIL, FEBEOmE L
V) E R CE > THEE LT, FHMOEE/NL Y 7 F 7 =7 Imagel (version 1.48; NIH,
Bethesda, MD, USAhttp://imagej.nih.gov/ij/) % F T, Bk 1 Mz > & MIEAIZERATS 10
BEOMHEZEY , FHEREMEER Lz, b L@kl 20Kii@EbEE
FOEHDNG mmbt%ﬁfﬁi%ﬁfﬁﬁmﬁﬁﬂgﬁﬁbk(ﬂzm) BHUE
DOFABEE LTZGEITT, 1@ LR L72Z & 2nd & L (¥ 2-1c) . Tl
ﬁuib\%%lﬁétbHM%F@ﬁﬁ%ﬁzéklﬁ%¢®ﬁﬁ@@ﬁﬁ%ﬁ&%
FREICR D0 (MEEE 22 | BB 1A T L2100 BRYO#EKEZN . 1 EH
MOVHFERZFHE L, FRBOGFEELHE L,

2-2-(2). BARFEMT
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B xiD DNA Z i3 2 72912, B Ofilif % 5%Chelex & (Chelex 100, Bio-Rad)
30ul & 77— KA (20mg/ml, Takara Bio) 0.5ul DIEA K HH CHERE L T, 56°C T
24 FEMHMERF U727 95°C T 3 & L 7=, DNA N & N DIRAED LA 5ul X, Tris-
EDTA #&fi#% (10mM Tris, ImM EDTA, Takara Bio) 45ul &4 L. -20°C THEIETE L
oo TNZENOHZ L2, Y4 38.6429.11 (S.D.) fEIRDME & DB E Z1T - 7=,
BETFHUFEDTD, KABHICHEATE L~ 70t T T4 MEK 6 Bis 1
(List2001, List 2003, List2004, List2020, VMA-3, VMA-6, i =& K& M) Z AT
Multiplex PCR %17 7= (Daly et al. 2002, Hasegawa and Takahashi 2002) , 6 i&fs 1D 7
+U— K77 A ~— 21T M13 B DWFhy (5°-CACGACGTTGTAAAACGAC-3’, 5°-
TGTGGAATTGTGAGCGG-3’, 5’-CTATAGGGCACGCGTGGT-3’) #ff/mL., UV "—R7
5 4 ~—IZIL PIG-tail %l (5-GTTTCTT-3°) %141 L 7=, PCR S Jixix QIAGEN Multiplex
PCRKit (QIAGEN, Hilden, Germany) ® 71 s 2L\ TITo72, JSiKIL. DNA
% 0.5ng. 2xMultiplex PCR Master Mix % 5ul, 74V — K7°*Z A ~—% 0.01uM, U /\—
AT TA~—% 0.2uM, A M13 77 4 ~—0.1uM, FHEZKEZRA L, 2RI
10ul & L7=, PCR Dl EZFI%, 95°C C 15 sy fiffeff L7=#(Z, 95°C T 30 £, 50°C C
90 ¥, 72°C T 60 fEFs 42 Z & A4 35l ViR L, ff2IZ 30 47[#] 60°C THiERF L 7=,
PCR A k#)1% DNA Size Standard 400 (Beckman Coulter, Brea, California, USA) & 3tz
GenomeLab GeXP Genetic Analysis System (Beckman Coulter) Tyk#Ei L. &fx %% CEQ
Fragment Analysis Software (Beckman Coulter) TiRE L 7=,

Y7 =7 Colony2 v2.0.6.1 (Jones and Wang 2010) % {#H L C. f#)& &0 iE{n+H
NOEREIEIZ L > T, BEBORREBEEFHE RXRBRETFRZHE L, 250 LoE
(R DR C & 22Dy T fB) S WX 0 HIERSN L7, Bl & #7022 L FE ik oBxs
FRIOMEEN R SN 56, TOROLEOHTERLFMERE Lic, TDH%, £
DO Z RN E L R CBEFRTHLILGEITIE, RROMKTHD LR L, 82D
BInFROGEIZIE, T—% 8y DIV ERE, BESTEITo 70, HRER AL
RREIBTRIOHEER . BIESCREL (Kovs) & HZNREL (me) ZHEE L7= (Nielsen etal.
2003 M), ETo. LENFFOBRACHOREF O R 2 B D782 Sk L7242 %
DY (S) 122V TiX, Crozier and Pamilo (1996) CTHEME 41TV D S = (Kobs - Me) / (Kobs -
1) X vHEE Lz,

2-2-(3). KB, AR

B RATEAEE OB R A 20154511 H 5 H225 12 A 13 HOR], E=—/L 7 X (T
HEORANTEE L7z, N ANTIHIZIEREH, 30%HKE, =7 b U OO & gz
G272, ERROWIM, "7 AN TIEYFIIHE Lk E LA A EHHICRRE S, #10
I EEED TN CH RICEA T 2 X o c L=, WilfY, 1 ZiEm . RN
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THEARESZ LTV DL EAMER L., A5 T 27260 [EROBA Z E2[EIL L7 (B4R
EMZ-DU\ T Spradbery 1973 2 8) |, [BIIR L7 Ei3 4°C ORMENIZHE L,
FCOHA ST, 2016 423 H 28 H2 B 4 A 23 HORIZ, RIENGBA L TWHF
DAEFZFAE LT, 2016 44 H 10 HIZIF 2015411 H 9 H, 24 H, 12 A 1 HIT#IA
ZRAhA L2 R EOASCHBNCINA T, wiEE LR RZE Lo, wofE iy 80°C
T 72 FR i S 721412 0.Amg = CHIE L7z (W ER) , Tk, Zuerakil
L AR —)v (2:1) IRGUKIZ 36 RFfEiIR L BN 2 B BRuh 72 (Barnes and Blackstock
1973 M)  NENI &2 B D BRu 7o Bk 2 FR B 80°C C 72 IF[H A S B = 2 0 |
VIR E R E OELZRIIR&E Lz,

2-2-(4). T — X fRHT

VE Y AR ANTF OBFEAIHIE 11 B OVEGERE T 3 16 B oMk BES R O,
ROV 133 2-1,2-2 IR Lz, K EDOZRIZRDEILHTH D 0T 5729012,
RFZADE LRV | BN ORER B O BIRIC OV CREMEIT 21T - 720 K EDA BB E =
THIETH DR DE (Kov) MART Y UG AN OHBIZRR D DENETRRDTDIT,
BT AINABRYI ab—ya Y ERWCIER R REEXITo T, e, AL X2ED
BEFE AT AR DD 5347 2 10 J7 (a0 K U THERL L7z, RIZ, RO (Kobs) &R
DR ONCHERBREN G DD, RADEZHHLEKE L, KBZDRY
EIGEEE UCRT Y Rl 241 1=,

BIAIIR & B TROB X GEREY, BEFTBTOEBOMESAMAIL, WTith
BAO_HSMThoTe (MEEEESR) . TR LK TROBE®ER & LKE
BRIZOWT, BEREBRETOELBOBREZFTRD-DIC, SAEBICERE, &
EIRICERPO#EEEZ WA ZHEF ST 21T o 72 (3 2-3).

BRI & BIHAE T HIZB W T, RRBDOE (BEDOLZREH)RLLFZRDORYIZ L -
T, B X AEPERCORT L EAES, WAEEREEN A RICRR DD ENICOWVTIRNS
7o I, # 2-4,2-5a-C [T LTS 2RE & A, Aol EBOLBEEMIZEAL T—
AT T L (GLM) (2 Xk 280 "R 21T - 72,

VT T AR ANF O OETFRPEABIEIEIC L o> TR 50, & 2-6a 12
R UTZIRNE RS, AR, 7 o X 2R e AT, —ERIEET v (GLM) (2X D
ATV AR ST A T o 7o, BIZ K o CTUOBABME L2 BEEICIX S DX B b - 72728,
GLM O offset THIZ log (W& EIAE) & N 2 7=, WIZ, &% OMEEORERE L IEN
EOHBAZAND72DIZ, Spearman OFEAMRE LT o 7o, Fo, BABRMEREHIC, B
AHOLEDERIZL > T, B LB EICENH L0, £ 2-6b IR LI REE
&AL, SO ZHEEIZHOWTES Y 7 OERIRST T 21T 72, MLk
DFFHTICIBN T, BEOBALEBNFET 255121, KA & KA OR A

12



TEROMAEDLE T EIZET VEER L, RilEHREHRT (Akaike’s Information
Criteria, LL'F, AIC) #HWTET NV AEIR LTZ, Y EOT—H#HTIZY 7 b7 =T R
324 W T T o7,

2-3. WER

2-3-(1). XFDE, LFZDMRY . BAOHRE DBRIZHOWT

AW N2 6 DD~ A 7 0V T T4 h~—h—IZZANENRRD il E#HEH R
ffis J% OY Hardy-Weinberg V457> & O B e i3580 Hivie o 7o (SR FH p > 0.05,
Hardy-Weinberg “F-1#j, Sequential Bonferroni i 157 p > 0.05 ffi/e &Rt R) . £7-. Xv
T U VOBEEIE0.05 LLUT 72 o 7o, BIHAIIE & BIHAE T O X TOMEEEEIZ W T,
2 ERD A AN [E— s % 7R 3 HE SR 1T O TIK Ay > 7= (<< 0.0001, nondetection
error) , FFLOFERIL, AR CHWEEB F~— I — 2 RMEHTICHEATE 52 L %
EIRE L CW5 (Boomsma and Ratnieks 1996)

BHENIH B & BHERE T RO BB RO, RO I1T#E 2-1, 2-2 [TR LT,
ARFFECHA L7z 27 ORI (Kovs) 3705 8 T, F#)5.26+1.34 (S.D.) THY ., £
HAREL (me) 1X 2.30 235 7.12 T, 4 3.9241.31 (S.D.) 7Eoiz, KHROMmY (S) 1
0.02 725 0.66 Td V. F#)i 0.31740.18 (S.D.) 7= o 7=, ABFFETHU - 27 DR FZD
BOSAMTE T Ava Y 2 b—a VOER 2 REDRKER, N7 Y U0t HE
IZHR72 D Z IR O BN o7 (R =9.4432, p = 0.4648) , LRI E R ARDMRY
ICHBERBRITED Do ic (RT Y VRGN n=27,p=0.383) ., ZHEYIHIEE
K OB TRICBWT, BEBEREENZVRIZEHEIGERETOEM L L &F
BEBPZNRIEELEFTRTOER L L) o72 (£ 2-3) .

BHEIHA L D WG5 & WG11,WG12, WG13 TiX#H K Ea i % WG1 & WG5, WG10,
WG11, WG12, WG13 TlIA A& Z 24 10 EIALL EBIZL Uiz (3¢ 2-1) , BHif)
B TIL, ROENL L, REDRY BN NEWRIZEHEEERETOREMDPAEICE
Molo (3 2-4, X 2-2a) . BIHMIHIE CIL, @& %ERFHOEL L XROE, R D
DITHBINRD b2 T2D 2D OB A GHER B0 & | ISEEHR L LTk
FEHEETOER SR E LB EBEFEETOEKE L CHEOBREZ A _HEF
EHOTHRIT Lz, ZO/RE, BIE%ERETORMNZWRIZIEABEICLERTRY DX
BNEINn-T- (3 2-4, X 2-2b)

2014 4 10 H 30 H A& ILEARE, 2014 4E 11 A 5 HICIAEAREED T O E HH
DR ZELEFADBER L TWDHZ L 2B LT, @& %ERE 1EY 720 Ok L
¥)1.301£0.237 (S.D.) TH Y . HwA I bEEIT 0 B, HZIMLEHEILI L -7, &E
BE 1472 0 o0 0.795+0.087 (S.D.) TH V. FDiibEEIE 0 [, &K
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ZigibalEix 1 m72 572,

BIHAL T R CIE, A EREE & AREEREEC T A & R b s h
(&l - MAREHEE) CTHITZ1T o7, MEGEHEOZNZNE 2L - MAGREEECSH, B
TEEFEREROELIIRRDOE ELFORY | ZLD DR AEAEH &G ERBIRIGRD H i
o Tn (3% 2-5a-C) . SUMEEEECIIATEBTRETOERITH L TRADEICHEERIE
DINRNFRD VT (G 2-5a, M 2-3a), IAARMEEEE L @l - RAGREEETIL, K EEE
HOFFITK L TRFRDOEE R FZDOmY B ESEREPOREMDEEREDOREZRL,
RFADEERFZDORY ORZANERIIARIRADREE R LT (3 2-5b,¢) . @ ILfEKEE
ERAAMEARTE, &1L« MAFEERBEO T RTIZE W T, BEHIIRZDOEERRZDRY &
HESRBBENRD bR oTz (37 2-5a-¢) ,

2-3-(2). BRAPHAARF Z & O E DRtk

UH T B AR ANTF ORAH ORI BIGRENC L o TR 50 —AL#HE
REETTNERNT, BT Y VEIRSHTEAT o Tofi R BRI B VERIZ L &
RIS VIR L 0 b BB T OEFRDAREICE T2 (K 24, X 2-4) .

Wi EE RN EOBRE TR D 72912, Spearman OFHEIME 21T - 72 fb 5B, B4
L EDENEIXRE & 5RVFERI 2 7R L7= (Spearman OFABIME: n = 104, p < 0.001, r
=0.7909) ., KT, BET DAL, DWW BLBREIC X - CraeE & L R RIC
ZEINBD DR D T OIT, 1EEY 7 OFEENFSIT 21T o 72, BABRLEREIAS R £
TR LI R EORBRE R, BAREINE D, I3 TC Lk EoimRERE LY
LARBICEN o7 (£ 2-6b, X 2-5a) , BIARITAEFL TWELFIFLET L Tz LE
KU BIEENGEICEZ ) o7 (R 2-6b, X 2-5b) . & BT, BARHIA R F i
W E LI LT, B ORRI R WMERIFED Hivls (& 2-6b, X 2-5b)

2-4. EE

B eEFET ORI, BEEH 50T F 20 E RTS, A2 EET S &
BB OBEUERETOERIFICHE® M ETRL TS LB X T,
Vesupula maculifrons Tix, ZEBEEN O A ANLEFEINHEIG 1L SWREE TH D &b X
AT % (MacDonald and Matthews 1981) , £ M7=, AFE T b BHEMIHIR & Bk T
BOBLEBRETOEBO KR X EOI LI Z R L TWD LB R T, AWFZETIT, il
fbLTcB& el A2 FEIXPHELzb D & Lz,

2-4-(1). W EDIKRAE & @& B/EPE, ik EOFREIZOWNT
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BIHMHIER TII, RKROBNL < RO /NS WRIZ E@ & P En L2
EERRABLNIT LT (F2-4, X 2-23) , DT, B ESEPUEENZ VBT S R b
6% < TE T D8 & EEON I BRI BRI R D 2 L ﬁﬁiﬂﬁéﬂf: (i{%
2-4, 4 2-2b) . RFZEDENZLL | RO /NS E | B OB RN
{72%, BMEOBEHIZERMENEE D Z & T, B XD 53EN R0, %ﬁ%‘éT@
REUCKT T A IPUER N D5 2 B EZ 6N TEY ({ﬂz , Evison and Hughes 2011;
Reber etal. 2008) . AFETIL, Z OBIBAIZERMEIC IS < FIZEHME) X EDOEUZ IE DR
ZH1H L TWD AN E 2 bz,

BIHAIMR TR, B X P ER LWV IRIT E R EORAEERMNEA TR Y | [F UK
HTHZ2HOMEBERPUE L TWEBTITHZ ELBRIZIE L TV (& 2-1, WG5,
WG11, WG12, WG13) | flly & M PUbENEhE b A PERR AR L BIFR L T D & B 2 B
7o (X 2-2b) , 72720, AR CII L EAELZ D 2 FBERN, BRI —ER O & 1)
FAET D2 L HDWT, HEN—TEROBE W2 eIl LT Z 125D < o ETh
HFbinZehote, ZORIT, BNOM & A2 MW T, BNO@ &GO ZEET 5
FERAZITH Z LT, BB TE L EEBZBND,

ARXANFHBOH L EIL, BER L2 DR ICRBEZITV, HONITEEICAD L5
A BTV D (KA 1995) . £ D7, AWIEDALE « A SR TIE, FrxEDOPULHA
ARG BIZIZHRED H D LB X T D, RENCEA ZBM Lok L, &< Ik
AHEFB LI ZELY b EENELS, £, BATOAEFRE &N (5 2-63, b,
2-4,2-52) , AT O EDONEMIEITABIIGRINT L > THEZRZITRD btz
MoTein, BEABAEG LT LEOHFNHLE L LEXL Y BIEEIIARICES -T2 (37
2-6b, 2-5b) . ZORERITT g AXANTF BV AT AT B TIHILEDRSF A XN
RKEIWITEBATE L7V 2 & (Kovacs & Goodisman 2012; Beekman et al. 1998)
A DRINZITEI &N EE TH 5 &V ) mEOWFIEHER (Spradbery 1973; Harris and
Beggs 1995) % X FFL 72,

FAET B AZXANF T, @& EOREATEOHENmWERIZE, RERTENE
PESN T3 (Harrisand Beggs 1995) , A X A NFHAOF L i, PHLE LIES < 31
2 EFED | BN GRBEMGE L COOHERT 5, PULERZICHA BEREEOH 4
FEOAREIL 20-30%HEM L, PULE DR T 2 £ COMICEICEIZE 2 TW\WDH &
EZ LTS (il 1995) , AEFZE T, B =— T AWNICHE B R A2 B8 S W 7%
2, T EOEE 5 2l TV e, 11 A R0 6B 6 20l & W OB R TEh O SHE
PR TR LIeZ LB Lic, £/, 11 APRLIE, BARTTIETZ 7 B A XA NTF O
ERDEMH LI o TWNDHEBZBND, ZDZ b, BHE R AFER O R

ICAEFE SN D HZEITITF 070 REN G 2 bt BOWKRHNZAEE SN Dk Eicid+4
REBBNEZDIVTWRWHEEMENE X 5D, ZHICINA T, BEMZERMEN EVER
B EEDE N LT, KV ZL DEZRIZR B> TWHAREMEL & Y | #Hik
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EOHBITZT TR PMERDORBEFMEBENLTND S LILRV, ZENEMTE
Wb HEEMR BT, KEDERY A ANERBEHEEL TS Z b ESh
TW % (Keller 1993; Heinze and Tsuji 1995) . LL EDRERAZ L L 0D & RARDEN L |
RFZEDR D DS/NE VBT B M AEPERN L < | RO OOk EAEA B L
TWe, 2, ROV SN L B REE L ELS, AT OEFRL &N
ST, RERBEOZ W EEITEFAROBWVHILELEETE D LWV JLEISHTH
HEZBZ BN,

2-4-(2). XD E WIS EIZHONT

BT OB LB CIIRROBENR L WEIZE  FEICEZ OFLELERETE
TUo (3 2-5a, X 2-38) . AAAEUREE & 4L - IMARESREETIX, ik EAEHIII L
T, ROE, RDRY | BEEFRETOFEBRIIAERIEDORBED Hiv, KK
D EARDR Y O HEAEAITIZTADHEN RO LTz (3 2-5b,¢) LA EDZ Enni,
ZEDRZREEN LT L, EEBFERINE (Frk EAER) NE< b 2 ERHLMN
Elpolo, Eio, AMKEE &L RAEEEE TR b EREORZBEERIC L A
DENFRNE, RBDR Y DN EWIFE | RO Z T2 B CH L EORE 2. Bkt
IZRARDIRY MK E WL ACROE N 2 258 1k EOENEE 2 12 W L &7,
LLEDZ &0t | IAMEARRE, el - AAAREAREE TITHT L EDOEPEEI 5 L TR DR

X DHABRIEDMRN D STy, LT DORRIT/NE | SGROBUZ L DR D TR
TWneEZ b7z (X 2-3b) , LKEORRBIRDE 2 2 2 &1L BRI AP OBIRH)
SEMEZ T 720 AP OB SRR m I EREIROBSERENE & £ 5 Al
REMEDS R S Ju7z,

10 H ANICHAE LT BT IR Tl KR DEDNZ <\ REBRDIR O 3D 7 nBIZ &
L 0ZL DBEGEEAEFEL TV (3 2-4), YF 70 AXANRFIT 10 Ao AR EH
L EDEFERBIIGT 5 (FAH 1995) , D72, 10 A PAILIBEOE S bE R HITH -
XSS RITAFESNT TAPEFESNTZEZ X LND, 11 ARICEL U7 BHE& T
BCIX, BEB%ERTOHEE Bkl 425 & RO, LROMRY A ERB
RITFBO BT (F 2-5a-C), LLEDZ End ., AT, RABRDEERZDMRY
EHERMEANRZRNEEZBND, — /T, KEDKRBEHENZWEIE E L EAFERDN
%< il EOEFERITK LT, RO ERFBDRY ORXAAERNBEADHRE DT
END ., HNOBIBHIZFEMER B WERIZ EFH L FAEEN SN & &R LT 5 (5 2-5b,
C)o WEIGHIZ2VELLERGR CIX, B EBAMELZFRIECTE 5 L35 & ) X 1M O
EARED ) MARE L 0 HIRWG AL, AR R T EIZ 25 2 ERTRIE TV
% (Boomsma and Grafen 1991; Ratnieks and Boomsma 1995) , & Z A3, ARBFEFEEN S
X, BIEAIZEREDR BV, DF 0 | BNOE) XM O MAREDMRWEIE &, M 2
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Ao TND Z E PR EIN D, MGEIZIE I RVELLO LB OHEF & L TiE, &
FOBATORBIZE > THLROEBADRELSNLDOIBRB YL ANT ANFT
(Duchateau etal. 2004) | {8 & KD A ZPEII O BIARKFINC L > THEEL ALY § 5 B3 T
FHANRF T BTV D (Tsuchidaetal. 2003) , > & 7 1 A X A SFI MR RN & 5
(2 LTS 2 PEEEBRRR S B G S AL 72 W ATREME DS IR ST 2 203, ARBIFSE T IV 7 18)
SWEBRETOELD OIS L A Az 5 TRHETE TR, ffma i
SOROMEPLETH D,

2-4-(3). ¥ H U B AXRANRFDLLEDEREIZZRITEIT 5 iR

Jaffé & (2012) 1%, BEEEMEANTF HIZBW T, FZ & OO (518 & 15 (15)
) EVEBHRARENCIEOHBER D Z LA O Lz, 72, I LEORADE ER
RO ICEOHBERSH D Z L E2/R Lz, ZIUIRRIEENS VI S, BNOBER
SENEZ BT HTANTIRIND D > T D ATREMEZ RIE L TV 5, ARFFFE T, FEN DR
FRDEEARDOM O CHEBRMBITEO biienoie, — T, BIRIZEEN B R
(T CBTEAI I E CTICAFET 2@ 2502 < | BIEKE T CIT R EAEERD S o Tz,
VL EDfERIL, ISR E £ 5 Z & OFIZEGR (Crozier and Fjerdingstad 2001) %
XEFLT=,

e, L0 2 OB 7253 T 2201k EDOZRZRBEN Lz &9 )R
WCTHDH (Colel983) . FH L, KBGO FTlE, LENFT X TORTIIA
AZAEPFEDTZ DI SN D720, &7 1 A XA NRFOEAITIL, B & A RERIC A
PESNDHZ EHDN L EDORFFT DM B a2 ~THEIEIC 2D & & 272, Jaffé & (2012)
X, BB IGLORE (AADHKE—EHZ 0 O FHIXIED &, LEITETON
FEENETID) OFTIE, AAPRRB LA ADOKE FEOBEIZIST T, FIMEL
5 EEZ BARBIGRAE LiE, B AT B Tl A RAEEENZORIZER
ROENREL, O, RADEY BAET D ETFR LT, AFROFERIBIX, RO
MENFUZ EL L OFLELAFELTHY . Ziut Jaffé & ORETHVeIGE D TR Y
TITEDH(F 2-5, ¥ 2-3a,b), 5T, FATAERITK L TRBDRVIZIEO TN H
D, ZOFERY Jaffé & (2012) OFRNCY T E 72 ( 2-5) , —~H T, FikEAE
BTk DR DE E AR DRV ICADKZBEERANRD vz Z &%, Jaffée 5Tl
EAbiRV, FROMEENDIT, ABFE CIIE B E T 5 2 EIXTE o
Tey, RRDEESRDIRY . A ADEFEFDBURIZNT 5 & ITFEMRA G TR Ve R &
EHTHZ LT TERWnWeEZOND, TOHHE LT, BB EEUIAAD—[FE D
FHBICE EN DB TERDIETL DXL o T, A REER L RROH, RO Y OEf%
NEDDEBEZDLND, 5tk KT HBIGLORIEZED 5 T2 DI, A AD—[E1Y7-
D OFEICE EN DR T AT 5 2 & B TR L £ CTIEZEENORE
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TG LTV DG, F7o, BIRRBABER O LEN+0 72 B2 kiFF L TS0
HARDVENHHTEA D,

BIHO TIEL, SCRDEL, RO D/NSWERIFE | B X IeE PN L -T2 &
D BRFBDREA % T\ ) AR L ERNECH TH D E b EZ BN (F 2-4a, b,
2-5) ., fEEHEATFHIZBW TS, B TFHFE LA R XD REBHEE AL D
RAEMEEIRE Z > TS aTEEMER % (Boomsma et al. 2005) , &4 I 7 IV ANRFT
LA ARG DR EGEFE TR 2 #BE L, RO Y 2 ST\ 5 (Boomsmaetal.
2005; Schltinsetal. 2005) , & B, ZEDNREF L7 T2 #ET 5 A 22 X DR
BTN ORERL B OB Z AR Z IS 28 & 3% 5 (Baer2015) . 2D K 51T
Rk ORI BT D501, S MIF D TIRIZ LA E RSN TE LT, 4% DO
BETH D,

R DE LB & e & BHE DO EOMBIERITEN T L ERR THHMAT 22 &0
T& % (Bonduriansky 2001) , fEiv7cfz EAGRIZ LAuE, BN Z EITEZ < ORRBHETF
DA RAZG &, IV O@EBEHEELAET D, BEDORREENRZ N &
EEBIRENE N B W LITARR L EOREDO - TH 5 LR TE % (Fjerdingstad &
Keller 2004) , ABFZE Tl ZHHG IR Tl & o, & TR Ik Eo L
RADE (LEDORRFEER) \ZIEOHENEO bz, S HI2, B TIL, 4k
DEN L | BRRAOFEEEIEET HRIZE, LVwEEENE<, AT oLfF
BREWIEEZAFET D2 LRSI, RBEEOZ W ETEL | AFEISNT K E
DERENENZ EITENENEICN TH L EEZEX DN, TNETIZ, FFEZ7BAX
ANF ORI EDNINE B 2 VIFHENE & K EBREEIITAERMEN N RSN T
V% (Harris and Beggs 1995), A% OFAEIZ LY, BAREOLFIZE, LKROENZ N
EMHBMNICRIVUR, BRI L EGEII SR SN D725 5,

AL CTIE, B EORRIEEN SR CITAEEERIENmE L 2 L 2R L, &BFE
DERIRBPEIGH Th S &t bivd, iz, KEORRBEEMNIE 2 5 Z & I13H
I OBIRHIZARMEZ N S, ZAUTRRK T D2FREDOFAEDRE STz, S HIZ, &
EORREEN L NVRIZER L D OF L FEAEZFG L TBY | RORICAERE SN
P FZEBMEATOEFENE KB LE 72 LI, ZOFEML A T =X L TRY]
ERZEOEZRBIZROFIEDOOESTHDH LEZOND,
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#2-1. BRI T ATEKIEET ORI CTERE LI ¥ 7 v A X ANRNT OBFHYIM G 11 BoOFEe 7 — % (FREREE)

- _ BsL BBy LE ARt 1%% o ECI . .
REs  RER . _ _ e FETO  HEPOE e Kops ~ Me S N
TR Iz BE  BEK . "
E2d %

WGl 110ct14 WM 5693 1650 7343 7402 503 7905 5 3.57 036 47
WG2 110ct14 W 3897 438 4335 4907 0 4907 3 233 034 29
WG3 110ct14 w 1785 278 2063 2175 142 2317 5 475 0.06 47
WG4 110ct14 w 2227 319 2546 2080 0 2080 4 233 056 40
WG5 110ct14 WM,G 7122 1732 8854 11423 1025 12448 4 393 0.02 46
WG6 12 Oct 14 w 2609 212 2821 3647 0 3647 3 230 035 40
WG8 12 Oct 14 W 3075 161 3236 3834 0 3834 5 366 033 41
WG10 120ct14 W, M 3033 1029 4062 3855 501 4356 6 478 024 38
WG11 140ct14 WM,G 9901 5587 15488 16930 5167 22097 7 6.15 014 26
WG12 140ct14 WM,G 20307 14079 34386 23272 9489 32761 5 455 011 29
WG13 140ct14 WM,G 17314 9142 26456 28460 8574 37034 8 712 013 31
55 6966.6 31479 10144.6 9816.8 2309.2 12126.0 50 4133 0.241 376

PR R ICBIZ LI h OBERR (W, @&, M; 4 2,G; HikE) | BSBEER KEFREEBLOZNLOFERETOEM, BlE LR
RO (Kovs) ~ ARNRE (Me)  SGRDOIEY (S) « B FRUEE W 8 (N) 2 L7z,
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#2-2. BWF LV 70X XA NTFEHERT B 16 Bo

SR 7R T — & (BG1-6: A lLMEARE, BM1-10: AAA{EARE)

o

— U L
WEE  ERE ﬁfﬁ " @f;;é gg ﬁ}%;z PO ii g;; AHEH ks ome SN
s

BG1 28 Nov 14  5Jull4 12019 6657 18676 16677 4937 21614 6 510 0.18 47
BG2 28Nov14 5Jull4 16551 4185 20736 18160 3070 21230 5 466 0.09 45
BG3 28Nov14 5Jull4 16855 5978 22833 23566 4130 27696 4 235 055 45
BG4 28Nov14 5Jull4 19617 2652 22269 21600 1563 23163 4 311 0.30 o1
BG5 28Nov14 6Jull4 7825 2526 10351 8526 1869 10395 4 262 046 48
BG6 28 Nov14 6Jul14 12056 6114 18170 17317 5339 22656 7 566 0.22 41
BM1 29 Nov14 15Jul14 10473 3200 13673 19751 2574 22325 4 352 0.16 47
BM2 29 Nov14 15Jull4 10242 4753 14995 14723 3393 18116 6 3.09 058 37
BM3 29Nov14 15Jul14 8994 2252 11246 10276 1872 12148 4 292 0.36 28
BM4 29Nov14 17Jul1l4 10148 6803 16951 14610 5894 20504 5 3.13 047 31
BM5 29Nov14 17Jull4 13431 7219 20650 19556 5882 25438 7 301 066 39
BM6 29 Nov14 19Jul14 4577 3558 8135 6998 3075 10073 6 356 049 42
BM7 29 Nov14 19Jul14 9900 5667 15567 9704 5141 14845 7 412 0.48 40
BM8 29 Nov14 19Jul1l4 18023 4303 22326 18413 3468 21881 5 2.76  0.56 49
BM9 29Nov14 20Jul1l4 12912 11677 24589 15163 10637 25800 7 582 0.20 31
BM10 29Nov 14 20Jull4 13763 8768 22531 17082 7317 24399 6 516 0.17 29
S 12336.6 53945 17731.1 15757.6 4385.1 20142.7 5.4 3.787 0.370 40.6

BEBERER. KEFREEBIOZNODOFETOEL, BlIE LIRDOE (kos) « AR (Me) « XFRDIRY (S) . BinFHUHEE
(W&t (N) 2R L7,
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# 2-3. BV L BGEE T RO BREE L BE T OO BILR,

CAOLSS i S B IEHL BIUEE Coef. estimate ZfE AEMR (p)
TR B X &EHEF O .
(n=11) (1) = L0 B EEFREK 1.359E-4 7.806 <0.001
FERE DL
ES (;f;;;&)‘ﬁ LEEREK 2.212E-4 189.7 <0.001
BT MR ER e o R o
Mo16) (S L oo S BxBEEKR  7.210E5 5.884 <0.001
FEREH DL
ES (;EQ:;&)\;& EEBEEK 2.002E-4 13.26 <0.001

WAL SIAA R W TR O IABIR G 21T o T i R 2 R Uz, BBk L THE BRI ER &
ST AT KT TR L,
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& 2-4. BIRAVHIE FIRE A OB S HT F T, K TR E P OEBRESCROE, SZRDOR DR,

A HE INE R A ZE 8K AIC Coef. estimate ZE HEMHESE (p)
#FIE (n=11) BEEERETOEK Kobs (B2 D) 218.62 0.2692 2.038 0.042
(B=im{bds, €71 1) S (RFRDIRY) -2.3222 -2.283 0.022
BEEFRETOHEL Kobs™® 219.78 0.4854 1.792 0.073*
(T 2) S 3.1535 0.532 0.594
Kobs: S -1.3043 -0.945 0.345
ZEBRET O BEBERETOER 86242 1.393E-4 179.7 <0.001
(Zx FEhif b 20

B EEET R B ER O AAEREE W T—BRALBIEE T MDA O “HER I ORE AR~ UTZ, a T, @ik
BE R OIEEROI, KR DIRNEBEN D BT | ZAIVDD R E ALY RN T 21T o7, ©7 VRIS
&Y AIC D3/, 2 T BIDNSWET VOFERZ R U, INEZEEITK U CH BRIV R Do 7oA ST KT TRULIZ, *ITiii 2
BB L T —VF AR Rab D2 L AR T,
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#% 2-5a. BHEA TR (RILEAEEE) OBSBEFEET, K ERE P OEBMADLROE, SROR) OB,

{EATE S B IEHL B % AIC Coef. estimate zfE AEME (p)
&Il (n=6) BEEFHE P OEL kobs (B2 DEY) 125.822 -0.01591 -0.050 0.960
() Z W LA 2 DI L 3R) S (RXFRDY) 4.09801 1.127 0.260
kobs S -0.47991 -0.677 0.498
ZEFRTOEH Kobs 104.04 0.2945 3.099 0.002
(L EDMtE, E7T V1) BEEEREPOELK 3.374E-5 1.457 0.145
ZEF BT OEH Kobs 104.21 0.2733 2.48 0.013
(BT 2)
TRFEEL (Fadm b2R) kobs 127.32° 0.0650 0.216 0.829
S 3.9930 1.165 0.244
kobs S -0.5015 -0.751 0.453

B A LR AR, A EEORZ BAEREEZ W T—BALBIEE T /L HA O ZHE R OfE RarLiz, 7 VRIIZED AIC
Wi/, 2 T HIDNSWET NV ORERZ R LT, ISEEEITKR L THERDRD & o TeH A BIT KT TR L2, a, b IZXLET /A MER
SNTZ(VET VD AIC: a, 121.68; b, 123.17),
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% 2-6b. B TR (AR ER)OBEETFEH K EFTREFOELEA~DIROE, RO DB,

A BT B AIC Coef. estimate Z i HEMESR (p)

AR (n=10)  BE%EREFOIEYL Kobs 203.37° -0.1385 -0.685 0.494
S -2.1588 -0.688 0.492
Kobs: S 0.3403 0.657 0.511

7 EF 7T O Kobs 173.64 0.7253 5.209 <0.001
(ETL1) S 4911 2.269 0.023
BB R OEHK 4.777E-5 3.024 0.002
Kobs: S -0.9794 -2.752 0.006
I EF 7T O Kobs 175.60 0.6791 2.521 0.012
(BT 2) S 4,795 2.157 0.031
BEEFREFOEK 3.170E-5 0.386 0.699
Kobs: S -0.9636 -2.658 0.008
B = F O FE Kovs 2.742E-6 0.197 0.844
TRFEEL Kobs 206.25¢ 0.01026 0.058 0.954
S -1.91526 -0.697 0.486
Kobs: S 0.22985 0.507 0.612

IS LR E IR A5 RO L B EZ VTR 2-5a LRIBROMRITICEDREREZ R LT, £ /VERICLD AIC 23R/b, 2 BB IDDSWET L
DOFERAZRUTz, INEEHIC L THERBRRIEN S > A BT KT TR LT, ¢ d ITXVET ARRIREN(XLVET LD AIC: ¢, 198.03; d,
202.4),
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#% 2-5c. B TR (ILEAETELHIFREARF LR OBSETE T K ETETOEEA~OROLK, RO DOBER,

AR, BT B AIC Coef. estimate Z 8 HEMESR (p)

EILEMADEHR BEXGERETOEL kobs 326.57¢ -0.0835 -0.543 0.587
(n=16) S -0.6871 -0.292 0.771
kobs S 0.1221 0.300 0.764

I EF 7T O Kobs 274.12 0.6649 5.640 <0.001
(BT 1) S 3.945 2.198 0.028
BEEERE P OER 3.392E-5 2.574 0.01
kobst S -0.8242 -2.657 0.008

I EF 7T O Kobs 275.75 0.6824 5.747 <0.001
(BT 2) S 3.505 1.790 0.073
BEEERE P OELK 1.877E-5 0.663 0.507
kobst S -0.8806 -2.794 0.005
B = EFH P OFTEE kovs 4.733E-6 0.616 0.538
TRFEEL kobs 329.05f 0.0626 0.451 0.652
S -0.3619 -0.170 0.865
kobs S 0.0014 0.004 0.997

B E TR, AR O A BARN A A TR 2-6a LIRBROIFTHRE RA R LTz, B7 VRFUTEY AIC 2358 /), 2 F BINSWET L O
RATR LT, IWEEETHR U CTHERDEN G - - AESIIRKT TR Lz, e, FITVVET ARSI (L ET LD AIC: g, 319.07; f, 323.98),
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# 2-6. (a) BIABIAARFIE A L EOAEFREOBR, (b) BABRMBREIOEA PO L DL, BHEO L Fow iR E, JEN &0 &%,
(a) AL T DAELFRITH T DA PR O R (GLMM (2L 57 Al 5347, n = 27260)

I IR TH DR Coef. Estimate &[S AEMEE (p)
AR LB S B4 BRLA A HEE DR A -0.0203 -25.46 <0.001

(b) BEOLEOFRERLAGN I DDA B SE T O L EDOAIEDHER (TEEY 7 OHEEITRST, n = 104)

IS B AIC Coef. estimate t i HEME (p)
iz i R BABRALA A 690.20 -0.2990 -4.022 <0.001
(BT V1) AR DL -9.0524 -6.728 <0.001
iz i BB AR B> 692.07 -0.32094 -1.668 0.0985*
(BT 2) B P oA -961.514 -0.367 0.7143
ABHAE B B2 A4S0 0.05561 0.364 0.7168
fER E(ET V1) A BAAG H* 561.40 -0.0740 -1.860 0.0658*
WA DAESE -3.9325 -5.462 <0.001
HENG&E(ET Vv 2) AR DESE 562.90 -4.151 -5.773 <0.001

(@) LA FDISEEE ML, T2 7 ZRER DT RALBIZIRAET /L (GLMM, offset = log (FABRNAEAEL)) (28R 7Yl
SHTEATST, (D) LAT OINEZE LTS SN AR O AR EA S TIEE) 7O EEF T 21T o7, BT VEIRUCED AIC 23
B/, 2 T BINSWVET VORERER U, IREEEBITKT L CTH BRI ED O T i AT R TR LT, * XA B IS E E R
LTy =V TR R Eeb D2 ea T,

26



B
Xl 3
Bkl

i

2-1. (@) FEE L=V A7 0 AR A RFORIIABOMESR (30x30x60cm)  THFHHE L
oo BEIL 2014 4 11 ARIZIRE SN, (b) B EBFEOREOEREEZR LT, FRO
FEIIIEER M LB O#ER 2, TOBOBFTEIIZERDHD, () —oOM
BERETICH-T-2Bo#k, LEESEETS LI L EOENFEIIESND,
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2-2. BIRAIE GRIREREE) ICB I 2B & B R, B EBT BT O L RO,
RFDIR Y O FERNE Z 5 TR Lz, 25 DOEHICET 2 A0 “IHEGE T /L % dhif £
TIXHFR TR LT, (@) R DHE(kobs) 23 < . KRDRY (S) BN WRTIIBE4F
BEROEEPAEICEL o1, (b) BEEETRETOELENLNEIZLE, LEFRHETOHE
BUIA BN LT (3% 2-4 22H),
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[ 2-3. () BHEE T OB BRI BT 2 L EFHEH O#E L AR OO ERNE % R
T/RL7Z (n=6) , MFIIEKMOAD " HEIFET LVERL TS, (b) IAAREAEE
DIEEBRFPOELR L AHOE, RADRY OFEREZ R T/RLE (n=10) , B,
#2550 DETINV 1 OLEEEHFOFEL, KROHERZRDORY . O HEAERICET
LEO HEFET VAR L TWD, B LUEREE CTIIRROBNR L WEIZELEFRT
DEKNEEIZE o T, AR TIL, ik EERTOERICKHT L TRRADE, R
FOMRY  BEBEEEFOBIABEREONENRH Y | RO ERXFZDMRY DR HAE
FICHEBERADRENH -1 (£ 2-5a, b & 5H)
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B 2-4. ¥ F 7 B AXZINFOBERMGE 2L O, A %OZEOLFREEREEZ R LT
(BAr: A, B B n=27260) . ISEEECAFEERE, SIS BICEABRGE ., #
KOEFREMR LI-B%2T7 X 2808 E L, BIC X » CHIABIAE AN B2 > 727
. offset THIZ log (MBI AE) 22 72— HEBRIRIREET LV E HWTERT Vv
BT 21T > 72, FHNCEA 2 BAA U7 (BRI & RN ZBiA L7 L 0 b
AR\ OEFR RGN -T2 (& 2-6a =5 )
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(a) BT & (b) HEM Bk

85
1
20
1

80
1
18

$ 20 Ell

121

75
1
i (mg)
16
.
[y
[—]
—o—]
[y
—

R B (mg)
70

i 410 =
e oo 20
9 20 “ E 22
— T T — Ak
g4 LMK o | — Uk
T T T = . : |
2016-11-09 2016-11-24 2016-12-01 2016-11-09 2016-11-24 2016-12-01

X 2-5. ¥ H 7 0 AXANFORAFAH LR EBEORME () . JEIEOBR (b) &
RUTz, =7 == 3FEHERGEE R, HP ORIV TV KA R, ERE R
AR BIC L > THRICRZY | AFEEROTPETER LD b AREICKRE 2>

2o NEWIE & AAEEOTT T K LD bARICKRE < ARG RIZ & - TEL
ENER DS o7z (£ 2-6b )
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e E R

B 1 M0 7- 0 23RS N X FEH OB

B I MOERZHET HERC, ARDREFEH AT A X)) ZMGEET D 7201
HHIONTEIT o7, B 1 P oRIERIT 1 FETOPFHEEXRERHTIHE SN
B, ZIT, FEHEITREE LKICOE, BEEFARDIEEEN D2V GAIIX L EETO
BHOBERERENKRE 0 RERIZ, BB 1S 72 0 OB AHEE LICBROBRZED
REL 2D EEBZT, 1 EHREOERERRIRFOERERIZITL 01 KiiThd 2 ENEE
LWeZz T, Bl 1T LEOMRNDEREE EAYA X)) ZHErT 57201, EBE
DA L K ORBELN ST — NA N T v T EEACT AERY A XL 1L ERTOFEHO
FEHERR A D BIfR A TR~ T,

EFIIBANRE LB ROAH 27 BOR NS EESIC, BEBEENH LML LT
BENGLDBEBEENZN6 DT OBV, RERELNEEREHOEREFELIZ,
RI-B X EEFEEOGFHE 7165, FHOAEFHT 10851, FME—HM 72 » OFL ) & 1kEH
BT 1194.24720.3 (S.D.) . F-¥J#E%K 1808.5+1368.2 (S.D.) . K TEBMEEEOA
7% 6572, FEL DA FHE 5244, BAE— B4 72 0 O L EE T 1095.3174.8 (S.D.) |
Y #H 8744223.8(S.D.) . ZOT — X EHWT MEARY A XD EREE: 1~500) =
ST, BEAK1000 & LT, L BRSO OFBOFYE LEEERAEOF R Z Uiz, AN
HOBICIE, T— 20D EMEEFFS 2holz, TO%, FEAY A XD 1EED
720 OFEBOEREBRAEZFE L, EYEEEN 0.1 RIS R D EAY A 52T,
TOHEIZ, Y7 bv =T R324 ZHWT o7z,

FERELT, BEXSGEENHLIEE, BEFENHLIHM, EHLICBVWTH 100 H
BEROFEBRAZTRD Z LI Y| 1 FRETOFEBOEAERZEN 0.05 FREIZR -7 (M 2-
S1) . ULOERNSG, BEBEENO LR LEERENH 25, LICHE 11K
H7=0 100 BEMD Z Enmbliz & &z,

BEEFETOEER L K EFETOEBDOMERIIAZONT

BHERIHIE & BHEHE TR CE) S %E T OB B R BRI AR DOE, R
ROMRY, TN DX AENEREHOTBALBIEET ML D RT Y VEUFEITV., £
OFERZFEIC, DN TEH LY bABEICKEVDIBOBOREEITo 72, T DOFER, %
FHAIBR L B TR E 2, BEREREPOEBTR W TH D Z EB3EH L
GEA T OMIE: BIEPIE, p = 0.010; B TH, p <0.001) .

ZINI RO L EBFRBPOELEZ ISELELBI B E%E FH O FTHE AN T
—ALBIEET ML DR T Y VAR EITV, EOMERE LI EE L A RIC

32



RE WD TRDORE ZAT > 7o IZ B T RO L EDE I OFHA BT,
AUAZEEI B X T EH OB, RO, SRORY v, BHHER O AR
MEat—BILRIEET L EAWTRT Y CEIGZIT., F OfER2 5B Fi &
D HABICKE WIS B ORE ZITo 72, ORGSR, BRYIMIE & BHHE T RO E
BRPOEBLESE THD Z ERRO LN GBOHRORE: BHEAIHNE, p = 0.005;
BIHAE T I, p=0.02), EFRROMRICEY | BIYIHIE & BRE T ROB X EE BT,
ZEERPOEEOMENAIT, WTHHAO HS M & LRI 21T > 72,

FEAE H D BB R

AWM THWND~A 7 a7 T4 h~—0—DARMEHTIZHE L TV D iR %= LT,
BHEA O ARE 10 B D) & e % 1 EET D, BRI T O LEREE & aAR
EARFEDZ N 10 OB s 1 ERTOEMER IS L, 3 EERHEOM & Ko
BIETRIOT—2y FEEE L, TAo0T7—% >y ME, EEEFEZ L2 Hardy-
Weinberg Pl DAk E . SN OMREL Y 7 b7 =7 Genepop 4.3 & HVTAT
-7 (Rousset2008) , X/ 7 U AT 5 rlgetEOH#EEIXY 7 b7 =7 Cervus 3.0 &
AT 72,

FEAREC BT DARFFRTHW A 7 2 HT 74 b OBBHIFHEITER S2-1,23 I
F Lo, ETOMAEHET, EENEHEITEEO T (p>0.05), X7 VKRS
e o7z (p>0.05) , BHEATHIEOFSMEARRE, AAARERFE(BSRKE T 3) Tl Hardy-
Weinberg D A & 22 i1 33880 H /s> 72 (p > 0.05) , & ILEARE (BhE/K T H)
D VMA-3 Ei51JE TIIAEME p = 00155 TH o724, 3MHARETHRYIKL, MEE
1T>TW5BH Z & &FE L7 Sequential Bonferroni #fi1E( = 0.05) #%IZiX p>0.05 & 720
Hardy-Weinberg V52> & O@BUIFRD Lo T-, LLED Z Lt | RIFZECTHW
~A 7Y% T T4 b6 BT EIIRNTICEATE 5 EE X T,
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(a) i) X B EFE D % BEAZn =06) (b) L EBFRED I D BEilEn =6)

o o
S ] s |
g 2
b= 5
8 ©
s ST
E = b=
LN B 21
S o
o g -
8 | o
° T T T T J T g L T T T T T T
/] 100 200 300 400 500 0 100 200 300 400 500
A A X PR X

M S2-1. 77— hALTvTEICZEST (@ BEBEELHIEEL b)) B EEERH
LHREBORRDLEF (AT ARX) L 1EBEHY OEROEEREZOBRE R LI,
FEHRITIVIab—valilioTHELNE 1 BEFOREBOERERAEZ R LT, ADE
WTHBOBENER LTS, @BEXGEENOHLIEE. BEEERHLHME, EH DI
BT HIEEARY A X100 T 1 BHEET OFEEBOEAERZEN 0.05 FREIZR o7,
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3 S2-1. XU 0 AR ANF OBEFEANMEGEMEER)CB T 2~ A 7 u¥T 54 b
T — DR,

Locus n Na He HW (p-value) F (Null)
List2001 11 6 0.537 0.3677 0.0207
List2004 11 6 0.818 0.7736 00370
List2003 11 12 0.913 0.5299 0.0334
List2020 11 14 0.952 0.6009 -0.0030

VMAG 11 3 0.680 0.4556 -0.0600
VMA3 11 6 0.797 0.1370 -0.0547

Locus; HEfn1-JE, n; ¥ 7%k, Na; 7 U VSEEE, He; “E¥IA~T a5, HW;
Hardy-Weinberg VA 7> & OB E RS F, F (Null); XV 7 U L OFFAE RTRENE O KUE
%O

# S2-2. VH U 1 A X ANF OEFEKE T R (&IUEARFE)ICB T~ A 7 aYT T A K
~— 1 — OBBAVFEE,

Locus n Na He HW (p-value) F (Null)
List2001 10 3 0.637 0.7792 0.0172
List2004 10 12 0.911 0.8620 -0.0179
List2003 10 16 0.979 1.0000 -0.0366
List2020 10 11 0.926 0.2782 -0.0090

VMAG 10 4 0.774 0.4233 -0.0465
VMA3 10 6 0.853 0.0255* 0.0024

Locus; BisF 8, n; > 78, Na; 7 U VEHREL, He; “FI~T m IR, HW;
Hardy-Weinberg -7~ & Otk &5 5, F (Null); X477 U LV OAFELE RTREME DR E S
. *Sequential Bonferroni ffi IE#%. p>0.05 T& v . Hardy-Weinberg 17> 5 o il x
RO LN,
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* S2-3. U A ARANF OEHEE T RIMABEEI)I BT o~ 7 08T T4k
~ — U — DB,

Locus n Na He HW (p-value) F (Null)
List2001 10 5 0.616 1.0000 -0.2066
List2004 10 7 0.868 0.6576 -0.0993
List2003 10 13 0.942 1.0000 -0.0579
List2020 10 12 0.937 0.2470 -0.0061

VMAG 10 3 0.653 1.0000 0.0306
VMA3 10 4 0.611 0.7633 -0.2079

Locus; EAn T, n; H 2 7 VL, Na; 7 U JVEAREE, He; “FEEA~T m 2GR, HW;
Hardy-Weinberg “F4ii 7> 5 OBk E RS F, F (Null); X VT U L OAFAE RTRENE O K E
%O
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o 3E R DOIRGUESGR D FRGE

3-1. F

2

LEDOZRIZROFGGT & LT, BARRH OB AR N B ARE W <D
MIEE I N TS (RO Sherman et al. 1988, E{x) 5y 3 DR
Waibel et al. 2006, PR E BT HEIZ I8 1T D B B OMEZFEL Page 1980) . =D
THIRKASOEFUERGUT, ZEOZEIRENMNATHE L L7 2 727 VHEE, I
NFHEBTHRIESNTEY | KEOZRIZROFGHRIGELE LTH > & bMRES T
D ARG D —> T & % (Shykoff and Schmid-Hempel 1991; Baer et al. 1999; Tarpy 2003; Hughes
& Boomsma 2004; Hughes & Boomsma 2006; Tarpy & Seeley 2006; Seeley & Tarpy 2007)
— )7 IRRAOHPEGL 2 FZAET 5 720121, B EOBMG RIS L » Th H&nFH
DIFFAE~OIEGEICEZN B D 2 L 121T Tl < | & 2B T OFIFARDIFR R L 7
HIEFOBIEFHIZ L > TENRSHD Z L bFET 208 H 5 (Leeetal 2013) , £ 2
TEFIL, F—FBHAETRRDER DV Z 7 10 AR A RF & B HByE R RIRE O
Beauveria bassiana D7 2 BIRRHNEGL S &2 EBR A AT > 72, AWFIETHWZ B.
bassiana I%E BRIFEMERIRE TH O | xR0 BRAVE L, YL LS55
IZERIR DI 2MES NS (Hajek & Legar 1994; Schmid-Hempel 1998; Schmidt et al. 2011)

AADN, FFEDRFZDOEFZEINL THHLTWLHIRRATITHLATND
(Simmons 2001) , NF BIZBWT, ZREIZET HHTIE, HEO A AHKORET-NHIZ
7po TR FEEEWNICE £ 2 (sperm clumping) #IBREME A3 /RIB X 4L CW 5 (Crozier and
Bruckner1981) , —J, KENZEILZRET L TIL, FrE DR O E N FFED HIZ
PUET DD TIER L, ENEFNDORXROBE EHLMGANIIMET 22 L bEx B, 2
VRN OB OB ZEEE L BRI EO TB ZEICHEBRT 27259,
Vespula maculifrons Ti%, & 5 ROE BN AEIZFRED HIZM-> TEbivs 2 L 138l
BOHNT, BIRRICRSTEESTVDZ ENMIUTH > TH, TORENE[PE OB
THEDBIRIISENEIC G- 2 D RILFH O E G RafT T 53T %  (Johnson et al. 2009) .
EFZT, AFEOM X DO PHLRH] & 2 DR ROBR AT, L EDOZFEEN TH 173 )
272> CHEFE > TV ARENEAZEET D, TNDORREEE 2 R~ OEPIERG
& BN DOBIGIZREMEDBERIC W Ciia 5,

3-2. Mkt & TGk

2014 FIZ1E, BEICIUE LTV 7 B A X ANRNFOExieriE L, B2 L R B
JEMESR IR Beauveria bassiana (kT 2 PIMEN R D0 F2. SRIRE O R T,

37



B) S e\ TR T D RIENEICED & D I BITHHAT (TARERR) . 2015 421203, ik
BOBREEZ [ —IC L@ %2 DT B S BORSRPIGRIZ &L » TRIRE IR 5K
PUEDRET2 D700, £, ARIRE OFRAORIENIEDE) S e D RRRLARICE > TR D
ST BTN (DA« BSRIC K 2 BB & B EHMGRHE O R MEEER)

3-2-(1). KIRE DELE & HERT

2013 - 11 H 3 HIZ, I RREIA CR S hcieDB a7 X b ol (ol o
7 A MZ DWW TIE Nonaka 2011 % £ H#)C, B. bassiana (Z/&HY: L TV &7 B A X R
NFZEOS % 5 EERERLE LT, 260 B ORREFEK S Rt AHEEL, 7 m
—ZERKE5H (0.01 g/ml yeast extract, 0.01 g/ml bacto peptone, 0.02 g/ml L-glucose, 0.02 g/ml
agar, and distilled water) T#jEE N (10°C) & TIRAFE L7=, &K kKT 2014 4D EBR DRI
(ZH 7 —FEREG T 3 [mIkEEE LTz, SRR OWBATFEERD 72012, 25°C T 8-14 HIH,
fa TR S 7= B B i 1 2 B4 U, I ERFHRAR (Sigma, St. Louis, MO, USA) % Fu»
TiER L. 0.03%D A EIHEVER] (Tween 80) 1287 L Tl fE (108 fi/ml) &R (100
E/ml) DR TFRREHE 2 e LT, 2014 4EI24T - 72 & A O {8 X W O LT 28R 1213 B.
bassiana D ELE 5 BHL(A 7>5 E) H L. 2015 41217 - 72 B4R O = D E Gt
FEERITIE, 2014 0 FEBR Tx XA AR TEBAE Ol D ALFR PR > T2 2 R
(AC) =M L7,

3-2-(2). TlER

2014 411 A 9 HIZEFREHTT CRESNIZMOREa T XA NEHIZT, ¥/ n
AR ANF O 5 BB 400 ERFOF Eiepi 2 8RE L7 (B H 1-5) . 54 L7
T, BT LICAEBOMES (30x30x40cm) (2 AL, HIHA 15 B, BEHD 9 BERE,
25+2°C DIEIR=]IC T, fFH 30% Y a fikz 52, fHE L1,

PREEH oM 12., )& %2 B. bassiana % WA 5 EBRZ1T o 7=, WO T=D12,
18) & M2 BEIERAT ELRTIC-20°C OWBEIC 20 BRIAN, @& SISRIRE 2 B AT 57
B, HEE 5 RO E RN TR (108 E/ml) | &5 WIFRX & LR mTE A
% (0.03%, Tween 80) 30ml (& —{E{A T2 1 FREIILD 1=, D%, BIKRKE DRI 72K
ISR CTHY BrE, —EETOEICERE BN T AF v 7 8o~ 7 (8x10x4cm)
(2 AT, 24 BEfE 2 &2 500l DAERRIKE 5 2 A7 BECERHII Lz, SRREIC k- Tt
NTEINEN TR DT, EROFET Z iR Lo a2, IElickainz, 1y~
WO %2 90%LL B2 L7, 3114 2 B LINIZSER EIZ B. bassiana O & 23 iRd C
TG EITIEL, RIRETRATLZ LW Lo, EBRICHW 7 83k 3-1a IR L
776
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3-2-(3). DR » BRI X HHHUE & 45 ERRRAT O I I L F2 R

T EBRIZ AW B X 3, FEBRICH WS & TORBSHATCRB RN RIZ L > TR
o TWe, 22T, ZOFEBRTITABTEREZ TRV E—F 2720, 2015 7 A
AN B IR T CERAE L7z 3 B il TR CEECRIE L7z (Fall 1-3) o
Flo, FEBRICHO &%, PUEBOREEA R —I12 L7z, B4E L2 IR RO BAHIC
AV NEIEEE B 30%I4 K & 3o .Olig & g% 5- 2 CHE) iR o B 44T 2015 4 10 A
11 HETHE L7, 2015410 A 11 HIZ, 2 TOMERAZEIL L, X ikoshh b i
DA T-HMEZ 1 Ko, iy b (Imm B) TLEEZB-7=7 T AF v 7 Kin
(30x40x8cm) (Z AFL, BAH 15 KR, K5I O B5fE), 25+2°COTHIRE ICHFE L7, AER
(ZI, BB EIUREIC ATIRLLRSE DK EBL S C, 201542 10 A 13 HvH 22 HE TPk L
Tofly & e m e, 12 BEZ E ISR A MR L, P L@ & 2 — @k D KIZIE
WEHN=T T AF v 7 8-DT 7 (8x10x4cm) 1AL, 2ml D 30%M4%E K % 5 2 7=,
PUEL 12 05 24 BRI OB E 6% FHEE A £7213 C ORI E O fa R38R (108 fE/ml)
30ml, & WS mEIEMEA] 30ml I —{E{ET 2 L RILD T, D%, Bx v TR
L. 48 IKffH] T & 12 30%ME K 2 2ml 5- %, IEfEZ I iz | HEM% 5 15 HI#, 12
REf & E IR DA 2 fs8 LTz, RDIE T 28 L7268 12iE, RRENT O 7=
D & filiffy 2 2 A0 2 XFEIY L, IEARRICAK AN A, By TNOIREE % 90%LL EiZ LTk
WHIC L > THAEDEDTHATZ, F72. 16 BFER LIRS ARIFT O 720, i
Efilfh & 2 %P omI Lz, WY 7 VTR 3-1b 1R LT,

3-2-(4). BARAYSAT

BInHIE, 5 2 EOME & ik TR/ Chelex ¥A#% (Chelex 100, Bio-Rad) % i
WD FEERH LT, BEBoOBREFRREDT-OI, KAMITICHEHATE 5~/ 71
W77 A NiEdk 9 B s 7HE( List2001, List2003, List2004,List2019, List2020, Rufa5, Rufal9,
VMA-3, VMA-6, ffi) e &EIZR) % v 7= Multiplex PCR %17 7= (Thorén et al. 1995;
Daly et al. 2002; Hasegawa & Takahashi 2002) , k7t 9 BAZFJEICx LT, #eft& 77
A ~—% F\ 7= 3-primer labeling 7412 X > T PCR %17~ 7= (Blacketetal. 2012) , PCR X
J&1% QIAGEN Multiplex PCR Kit (QIAGEN, Hilden, Germany) ™71 k =t LIz 55\ THF
72, BOSHIE. DNA % 0.5ng, 2xMultiplex PCR Master Mix % 5ul, 74+ 7 — K77 A
~—% 0.0luM, U N—RTTJ 1 ~—% 0.2uM, #HN 7T 1 ~—% 0.1uM, JREZE K
ZiREG L, 283 10ul & L7z, PCR ORI IE, 96°C T 15 sy ffERs L721% T, 95°C
T30, 50°C T, 72°CT 60 fesd 5 Z & & 35 A U IR L | fx %12 30 43fH 60°C
THERF L72, PCR £ 0.5ul & HiDi Formamide (Thermo Fisher Scientific) 15ul, LIZ 500
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DNA size standard (Applied Biosystems) 0.15ul M E 4% 2 ABI-3730 DNA sequencer (Applied
Biosystems) % FVNTikEh L7-, &{xF71% GeneMarker (SoftGenetics LLC) % VN T 2 &
O HHRBIE CHRE LT,

8 DR RBE T L ACREE TRIX, Y7 h U =7 Colony2 v2.0.6.1 (Jones and
Wang 2010) ZfEH LT, @& 0B 7R bR LEIC X - THEE L7 (Loope et al.
2015 H M), 3 DL EOBER TR T X 20 T B X R3S LTz, 2
FULARE D AR IRITIZN 2 T Tk~ 7= 51k L [FRR D K ik E vz,

3-2-(5). HEEtfEdT
- TIEEBR (2014 )

FET U7 DS BERIAS B Z2 BRI IARAT I DD RARES & o THET L 7B & A A
DI ZEFFHTIAN T, FIOIC, A & SHRE OER O A A7 # 2 L9~ 5 72,
R T U RREERITo Tz, WBAAEEOALF BRI, BRRHR, EITRIC L > TR
BINEINNTOWTIHIRD 72012, # 3-2 1T LT RE A%, e, ZEEMZ AW
cALBRIEE T V(GLM: R T Y VERET V) EAER LTz, & Ok, JRH s HE AL UE

(AIC) %&b LIZETIVIEIRZATV, SMEHIEIT 21T o 72, IRIZ, BERERHE Z &S
MEIR D DD 72O, [F—HR—N TR D HER A B L@ X oL fihien 77
VIRREIZ L VN L=, Fo, TR ENDOIRIT I o THIEE~OEBUEICZEDS B 5 )
MRAEET D72, A0 LIEEZ &2, BEO@E S0 EFiRjIco\WTr 77 v 7 RE
AW L7,

- DR - BRI K DEGUE L BEERRMORREER (2015 4)

T IR &[RRI, SRIREIZ L o T U7 ER & AR D A & AT I - 2, W]
DI, FEEDRRDE EENEED HIZF-> TIE L TO S G050, B
e DA R & U B O BIRIZ DV THESHTIC L o THEMT L 7=,

B, WA E A & BRI AR O EAF BRI EDR B 2 N ED, B 7T 7 BEIC
KON LTz, 2Dk, BBAMAEROAFRFFICOWTER (R5R) | R, EERITIC
L DB Z T DNEREND -0, £ 3217F LEEISEEK, SiHES. ZHEEMZ
AWz~ IEE T /V(GLM: KT Y VEUFET V) ZER LT, ZDk, AIC &b LI
BT IVEIREITV, SEHRIT 21T o 72, RIS, B X MR CAMFRR, EFRIE
W& D INTRD T2 ENENOR T LR —Fkk & B A L 72 R D SR O A 77 #hifi &
RY T REILL o TR LT, BT, S EMCRF ORI M X DR RICE -
TERRDDRARD 70, [B—FROERIZ R D R R A A BAT L7256 O AEAFifR O
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EHEOT T U IBEICL DN Lz, LETRTOMEENTIZY 7 F 7 =T R3.24 %
HWTITo 72,

3-3. R
3-3-(1). TR (2014 4F)

253513 Beauveria bassiana D FERE 5 Rkt A 5 B (B-H 1-5) Oy &2 BAm L. £E(FH
BAEFRT, MO, v 77 U 7REZRAWT, HEBMX ERXOEFABERT &
[ZHER U7o, B 1Tk, EHRAFRICE D T, X O[EERIIFESAEE LD &AL
THMEECH -7 (77T 7 K, Sequential Bonferroni; 0.05 < p < 0.1, X 3-1A-a) ,
B 2 O ORI FEE A BEBAMER L O AT DI H > 7223 (Sequential
Bonferroni; 0.05 < p < 0.1) . &tk C,D,E @A & *}FRX DR A A7 M A B e 7=

IR HiL7e - 7= (Sequential Bonferroni; p>0.1, X 3-1A-b) , #-H 3 Tix, *HEXD
ﬂﬁlﬁi IEE A, B, D ®BAAEAKR LD LA REICALF L(Sequential Bonferroni; p < 0.05)
Bk C. E&AiEAR LV & E4Fd D\ H - 7= (Sequential Bonferroni; 0.05<p<0.1, [¥ 3-
1A-c) . B4 Tk, MRXOMERIZT, Eik A, C. D, EBMEKRLY b AREICAERFL
(Sequential Bonferroni; p < 0.05) . itk B OEFHE LY LAEGFT HHBICH - T-
(Sequential Bonferroni; 0.05< p<0.1, X 3-1A-d) . B H 5 ORRXIL, EOHEKRTEZ G
i LT ER & b AR RO B e 250358 Hiv/e v~ 7= (Sequential Bonferroni; p > 0.1,
3-1A-e) .

B BATEIR DAL B, BRRIC Lo T ETRIC K o TR L0 E NI OV TH
Nz, TOFER, BICK > THRICEGFHENELRY | BRI K > TEFEREN R D
RN A b (% 3-2) o

ZNENDERD RHNT K > T & e~ DIRIFNEN 72 5 D REET D728, FHROHE
“iﬁﬁﬂﬁlﬁ(@ifH%ﬁ%i*ﬂi?ﬁr‘f‘*ﬁf‘tﬁi L7z, B 1, 3 Tl &A1 L7-HERORHIC
Lo TEEGOEFHRIIAEICR LY (v 70 7KE, BM 1, p=0041, EH3,p
=0.026, X 3-1A-a,c) . EH2 T ilﬁkﬂéﬁyb (2 & > TE AR O A7 #ER S B e 546
MRHoT (777 E, p=0.071, X 3-1A-b) , BH 4, 5 TITEA LI-EHKRHE
IZ &> TEEBOEFHBRICAERZTRD N oTz (v 7T 7 BRE, BH 4, p
=0.409, BH 5,p=0.658, [X 3-1A-d, €) , &0 L7ZHEKRHIZ K - TEIEO LT HEIC
2D WA -T2 (GLMM; p = 0.066, X 3-1A) , #HITIS T 2 B A L2 WAL
B OAELFHFRO I ON T EERHC E L T,

ZNENDRIZ I - T, RRESOEBUWEIZEZDN B 50 REET D720, FERRHRO
BAEROASF A A B TR L7z, Bk A, CEBIMX T, BIC Xk > TEIKDALF
HRR IS B R ZITRO LN -T2 (v 7T U 7 BE; HEEA, p=0.575 HEiKB,p=
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0.260) . Fitk B, D, E BfiX Ti, BRI X » THEEOAEFMBIIAEEIZR > 7- (2
77 U KE; BWER B, p<0.001, FHk D, p<0.001, @EKE, p=0.012, [¥ 3—1B) o B
RIEICBIT DA EFIBROEIZ O TIIHEEENT F & 7=, B TR X OfE &
DEFIBICEN D DEAN A LN (v 77 7 7E, p=0.0516, X 3-1B-f)

3-3-(2). DR « BRI K HHBUE & ECRHE & O EIEFER (2015 4F)

KWL= 9 DD~ A 7 aVT T4 h~—h—ZZBMENFRD v, F~T
o PEAEOMRE (He) 1Z. 0.595 7>5 0.895, K ~T B4 FE OBIZLEIL 0.444 75
1 To o7 (Genepop 4.2, Rousset 2008) , HEH A -l K O Hardy-Weinberg 17> & DA
BRmBLITRD S iehno Tz (FRIC p>0.05, M ERIESIR) | B & Bk T ]
DT X TOREEEZBN T, 2 RO A A0 F—8 {5 5L & R iR 38 e TR o 72
(<< 0.0001,nondetectionerror) , EFEOFERIT, ARFIETHWZBIE T~— T — % 3R R
MrZ#HA & 5 Z L 2 &M L T\ % (Boomsma and Ratnieks 1996) .

LEES ’ﬂ%u\fc@%ﬁé@wm (2015410 H 13 BB 21 HETH 7 HIH) &
RRIIIA B RBRITEED b oTe (o, HiEil 1; n = 224, p = 0.878, Hit
JII2;n=152,p=0.815, HHJI 3;n=211,p=0.312) ,

P EBRAT X & kPRI OE R D A AF R 2 Folie L 72 #5532 TO B TR OE KR O£ 17
REIE R AL CBAIX EL ORI Y b HRICEN-T2(1 7 7 v 7 BUE, Sequential
Bonferroni; p < 0.01) . 1) 2 OXFRRIXOEAKITIHFEI 1, 3 DR OBEKLY A
SAZAEAFRE DN R o T2 (1 77 > 7 KRE, Sequential Bonferroni; p < 0.01)

EFIVEIRIZ L 5T AIC DI/ > T2 T VT, ERMAFEROAEERRRIL, R
ENE N i“ﬁ%%%i‘ EEND 20T OOEROLZHENEMIC L DA BRIENPED b (G
3-3) . WIT AIC B/INE Do ToET /U TlE, EFRERICR L TRAR, B, KR EEDOR
AHAEH 75>ﬁ%7‘mjﬁ'& BT (# 3-3)

BT X o T RREA~OPUEICZEN S 2 0RGET D 728, & HEISRHE O BAhi il (&
DA B AR Tl Lz, Wk A BAAIX, B C @& X CITEM CAFMBRICA
BERATRD NIRRT (7T 7 RRIE, Wik A BAMK, p=0.197, Eik B &BAIIX,
p=0.305) , KIZ,. BERXRIZE > THERE~OEBUHEIZEZN H L0 REET 720, [Fl—
BRREAT L 72 RED R D A AT HifR 2 AR CHEE L7, BRE A BAFX CIXT X TOH
T, B CBATK TIEFEII LB W T, RRICL > THREICATFIHRN R -7 (7
777 RE; ER A-RE)INL p=0.003, ERk A-HEE)IT2, p < 0.001, EERE C-HEI 2,
p < 0.001, ik A-FFEE)I 3, p=0.0164, [X] 3-3A-a, ¢, d, e) ., FHFkCBAXDOHFHEII3 T
IR A & > THEFMBN R DM NS -7 (27T > 7 BiE; p = 0.0717, X 3-3A-
f) . —J7. Btk CBMAXOFE 1 T, EIERDORFRIC L > TEFIHROZE TR
Ninote (v 77 2 7 FE; p=0.405, [¥ 3-3A-b) ,
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ZNENDOERRFNS K > Tl & e~ DIRIEMED BT 2 D REET D 7280, F B OB G
AR DAL B BUE R R A Tl U7z, Wil 1, 2 TIE, Bk A B fE RO 523
Bk C BAMEAELIY bAERBICERFBMN R 572 (v 27 Z > 7 HIE, Sequential
Bonferroni; )11 1, p < 0.05, H#E)I1 2, p<0.01, X 3-2a, b) , HHEH)I 3 Tlx&A L7
MRBHREIZ & o THEFIHBIZEITRD bhol- (v 77 v 7 iE. p=0.767. X 3-2¢) ,
%m;%ﬁ%%%®%ﬁﬁﬁ@%ﬁ®x¥’iofﬁﬁéwﬁ&tJM%Hzmxﬁi
Il 3 ALK m OEEO AT, B LB CAERICR /o (v T
7@%;¢¢N2&§Nm=0m&EW%H&Q%mm=Q%%,I3GBQQOiﬁﬁbt
BARIC Lo T, I 1 D4R b OEERO AT R DHA B -T2 (v T
FRE; p = 0.0882, [X3-3B-a) , D> TORRDMEMITEA LI EHERIC K - THAFE
BICHBRZTRD bR oz (07T 7 HE: p>0.05) ,

3-4. B

T B OFER ) 5 Beauveria bassiana O FRRIZ & > Tid, FEBAE KD ELFRER 2
KX L0 L EBEICE L REESHEND B, ¥4 7 1 A X A 3F & B, bassiana (157
JE T~ OIRBUEARGER & FFE C = 5%*47”:“}:%71 bive (1M 3—1A) B L:JZO“CFJ—EK
AN LT ARIR O A 7E A A3 A BT B iwﬁql3ﬁs%33 (2. WA L7 B
RN £ o TlRl— %W@@%@Efﬁﬁﬁ \\\\\\ @ém%ﬁ@éh,-zﬁ@¢®$
ﬁﬁ%%ﬁ%ﬁﬁ_iofiﬁéﬁﬁ@ﬁ%hkkw(I&ﬂ&%BQ)\ﬁ%ﬁ@f
JRPEIX R RN L o TEN S D L& 2 LTz, [l BRIk 2 ) & e IRETiEs R
IZE o THER 572 Z LITRSRE 72T, BSR &SRO AN X > TR~ DG
ZENETTND Z EPRRB I,

DAL » BERIC K DHEPIME & R RHT Z & OFRIENEERRD B | AT BRI - 18)
ZHeDOPULH &R RITITHEZRBERITERD T FFEDSRMBFFED HIZH-> TIE
L CWemo e, AR Tl ﬁﬂi?ﬁ&iﬁﬂ&of:%@%@%%ﬁ%?ﬁ&’(b\fib\f:&)\
BRFZDRETFOBEIZIS T TENRENORLZOEEEDTHE L TV D D0 il 508
TP RR DB XIERIUL L T D OGN B> 72, D7 & HRFED
LR O T E 2P 2 2 L IE, Mk AIC RN O R B OB s 2R M 2 MEFF
LT EICERT D LB b,

[l — k2 A L7 als, @& RICE - T, AFRRITARICE 272 (X
3-3A, & 3-3) . ZHFE. ENENDORRIT L » TRIRE KT DTk ?‘3753%6 &
ZRLTWD, ZNET, IVYRAFROT Y TERARDLIFZROMEE (1K) (TR E~D R
RHEHMEE O LR BLNA TS (fil 21X, Baer and Schmid-Hempel 2003; Hughes
and Boomsma2004) , &A1 I IV RFTIE, KRR G OfE DO S N R b
Z&T, EMPHETORBEOBINEE D LRI TS (Simone-finstromet al. 2016)
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— 5T, WEEOBLE TR (R 12X > TIEE~OREFEEN R D L0 ) #ifidb
T TS (Leeetal. 2013) , AHFFETIL, [A—A « RSROM i, 572 % B.bassiana
DB RAE & BFE U 7235510 Bl L 72 THRRIC L o TAAFIR AN 72 25 Z L 2 6 )i
L72 (K 33B, % 33), UbzFldbr b, VX7 B RAXANTFTCR#EEOBET
ANC K > TRRE~OEPIER 2 5 Z & & EE ORI L > TE & G ~DJFJFE
WEIRD T LRI, TR OIERFUEREL AN AL LTV D ATREMEDN 38 < TRR STz,
% L. Goodisman et al. (2007) T/R &AL TN D #EEVERE V) e CHRR O &R Rk A
BV CEFER I E N E L IR B ERO—2 & LT, BIEZEMEN BT AR T
ZRRTRIRRADOIERFUEN B £ D 2 & DR S 7z,

[l —FE « KRDEEMEIZIRR D 2 EOEMKRH (Rt A, C) &M LA I2, Bk
BRI Ko THEAFEBER T2, WITHIOGE SR TOEKSRRK GRIE A) DIFH,
b IR FTOFRM G C) L0 b —E L TESEMEN R -7 (X 3-3B) , Hamilton (1980)
MRS U7 IR R RO EILHFIC L AP Z > T DB ET D L, FFEDRR
135 5 RIRFERANITIRND, DB HIRRFERMITITIH, £ LT, BIDORFRTIIK
KEORWAHEE Z > TWD Z N TFRIS N, —FH, AR TITTHEREL SO TENE
BT DN TERD ST (PHEBROFEMMERITMEEREZSH) . ERICHW
7-H73 B.bassiana D 1 i TH D Z &, £/o, ZOWKRM S T FER TIT 6 R, A3
BRCIL 2 R/ & HIRBDITE o T2 ToDIZ, EREORILH R0 O Tl S5 FE R DB
SN2 T=DE LRV, JRIEUR-f8 EORILFHEF 0 D 27 & 9 D IEREIHIBr 3
572X, 4113 B.bassiana 7217 T2 < OBIOEFEE AV, L0 ZL oV T A
ARufFONDEREITO 2 ENMETEA D,

AE T, FEFITEASMERF D B2V TR TR~ OG22 F551E L 72, Bk
RN 22, RREZEBA L2 L LT, EBRBIR I AR HIET LW RAR
bolo, DX RASROEERBEET 5 Z L 1E, FFEDRIRE OBERIEIC L 5O H
BESTEA D, 7 0 AR ANT /O L FIX@E BN PS5 & BREECRM OFRRETLE)
o, PFEINTEIFICEA 5 (Spradbery 1973)  HL0DE A HA D) & AN D 2R RIS
X, BE N EFET D ENBEOMHERHC L > TEHEETH D EEZ LN, KENLEILZE
L. D, FFEDARRICHR ST FEINT 5 2 & 13 & OB\ SR Z ED, BIa7E
EEZBND,

Vespidae [\ T, RA~OIEPIERGELAEIES - Z & D, B NNT H Tk
ENLEIARST D EAL5YEERE (Formeidae, Apidae, Vespidae) 9~ TIZHB W\ T, AEHA
FREE Tz, BHEMEANT HIZBW TR EOLZRIZRENEN, MRS h 2 ERD—> &
L TR DB OM & HE(R) CRAMNT 5 2 LIck D, BEMR TORK~OEHL
PEREE D & OFTREMEN /RIZ S o, RETHWERFIEIL, oSSR igET
HIED B X Z R TEAUT, RSO PWERGA BRFETE 5, A, tOtSPERF
T B IR OIRFUEGR OB YN FRES D 2 E BIIREE D,
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#3-1. (a) PIHFEHR (2014 4F), (b) #eDR

« BRIC K D IHUME & B EHMGRHBE O RPRME IR (2015 FE) I AW T,

(@) TImESR

BERR R A
Ho ID EER A PR B PR C Btk D ik E xR
B 1 20 (20) 20 (20) 20 (20) 23 (22) 22 (22) 10
B 2 15 (14) 15 (14) 15 (14) 20 (18) 20 (20) 10
B3 20 (20) 20 (20) 20 (20) 23 (22) 21 (21) 10
B 4 20 (18) 20 (18) 20 (18) 20 (18) 20 (18) 10
BH5 20 (11) 14 (11) 15 (10) 14 (13) 14 (9) 10

TN OB, o T BIERIARA 228 iR 2 B D BRON 242 00, SRIRENIS K DB TR & AHEIEER DGR 2R LT,

(b) MDA+ BRIC K DRI & & WRRH O RN ER

R R

¥ ID Bk A Ak C *FHRIX

HEE 1 140 (103) 150 (115) 100

HREE) 1] 2 86 (63) 100 (84) 84

HEE)I] 3 140 (85) 143 (105) 100
FEIMNOECT 1T, SROREIC & 23T ER & TR O TR IC D

B U7 @ik s~ Lz,
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% 3-2. TR (2014 ) OEBMEROALE B L, AL EERE R, WBAMEROAELF B EOBR,
SRR B AIC Coef. estimate zfE AEMER (p)
AALE AL B 1597.6 -0.05281 -2.733 0.006
(E7/11) R R > 0.03223 1.763 0.078*
AALE AL -8 1598.7 -0.05376 -2.785 0.005
(BT 2)
S B AR OR BAERE & AT —IBRALIZET V(GLM: ATV el n=439) Z1ERkL7:,

T IVERIIZED AIC D3/, 2 B BINSWET IVOFERZ R U, JIREEBIH L THBRNENH - T- 3 A

BIIRFTRU, MIFA A RIS E LRI L Ty — VT R ab D2 e e T,
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F 3-3. 2015 AT MDA« RERIC & D IPUE & & BMGRHFEO IR IFMEFZBRAG RAZ S W T ORERHIRHTRE AL,

JEBELEE LR AlC Coef. Estimate z A EMER (p)
AAFIRERT (RF) R 27471.3 -0.10008 -19.322 <0.001
(EF 1) B -0.92572 -16.856 <0.001
KRB -0.25524 -2.795 0.005
K% B 0.01560 18.574 <0.001
RFR: HERRHR 0.01220 5.054 <0.001
B EBRRHE 0.08567 3.097 0.002
AAFIRERT (FRF) LR 27473.0 -0.09483 -8.229 <0.001
(EFIL2) B -0.87374 -8.182 <0.001
*ﬂ%%,ﬁ -015837 -0.818 0.413
RF: 0.01403 4.840 <0.001
R EERHT 0.00862 1.275 0.202
o TR 0.05360 0.852 0.394
RF: B BRRRE 0.0098 0.568 0.570

INEEEFIEL, F BB DO L BAER a5 AT —BALRIZET V(GLM: A7V U, n = 555) ZAERkLT-, &7 ViR
IZ&D AIC 35e/)8, 2 & B/ NEWET VORERE R U, IR ALK U THBERNR DRSS T i BT R CORULT, * I35
BB BRI L Ce— TR et D2 AR T,
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3-1.

08

08

04

02

08

04

02

00

00

‘% (a) 2EA1 E (b) 22 (c) 23
P 3 3
| A20) Lo m A(14) - A(20)
m B(20) | | B(14) = B(20)
4| | C(20) | o4 C(14) — o4 @ C(20)
m D(22) I m D(18) = D(22) ]
= E(22) ‘ B E(20) I @ E(21) |
_| B Control(10) | ] | Control(10) R ® Control(10) 7777 !
° 1z s 4 s w1 o 1z 34 s s 1 o4z s & s 8 7
A7 B R B
..... (d) 204
= A18) l—‘ 77777 m A1) .
= B(16) i m B(11)
| C(18) !— &4 B C(10) —
= D(18) ! m D(13) i
= E(18) i __ = E@9) sy
_| = Control(10) ! s ® Control(10)
o1 2 s o+ s s 7 o 1 21 3 4 s & 71
ATFH AT H
- S - “T“ =
(b) E#kB
W mE1 (20) W =@l (20) E | W m@1(20)
W w@2 (14) roooe o] W B@E2 (14) | o] m o=@B2 (14) : I—
m mE3 (20) i | W B3 (20) Coore--- | B =83 (20) ; i i
W #@4 (18) teeeed W £E4 (16) | W B@H4 (18) b ‘—\
4 @ m@5 (1) | 2] @ B@5 (1) | o] @ =E5 (10) !
o 1 2 ; o s 4 s e o 1 2 s & s s 1
AT H EFRHE
m}_ (f) Control
84 i - ‘
_____ i “
W #E (22) | memi(2) -1 | | m oemian L mmmmmmmmee
m Bm2 (18) i o m Bm2(20) o : ;5;83{ ___________
| 2H3 (22) ! | | 2E3(21) | m 23 (10)
m m@E4 (18) .,,,,1 W =4 (18) 1 m =24 (10)
0 =85 (13) o] @ BE5(9) <lm ‘5335(10)
o 1z 3 & 5 @ o 1 2 3 4+ s & 1 S
AfFHE EFRAE HA7EH ¥

BEICPME L7 & e 2 V7o T S8R (2014 48) o A:17 s,

A BLBIZRLT=ZZMWTRRLT 2T o7, (A) BT LIS, W5 RO %

MK LR OAFRE 2R Le o BN LICER R Z . BT 7 s
RLTWD, 81 LTCEMGRIEIS & > TIREDAEF B BUZEZR H HEMRH-72 o (B)
B LTeER S &, FROEBMEROAEFEA AR Ui, JUBNEEZ | Bt
TN R LT D, WBAMEROAEFBRITRIC L > THEEREN D - T- (Wt

DFRERITATL, £ 3-2ZMH) .
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AAFRER () TR () AR ()

3-2. 2015 £E|ZAT o 7= FEBR OB = & OBFEIBAT X K O R X o A 17

TR EBRCILE R 2 A BERE OB X 4 FERICH W22 RERTIEHE)ITHR TR T
B T CRIE LI & %% Az, LBNEESAA L EREE . iy 7 e R
LTW5, 2 TORTHBXOMEERDEFREILFEKE AC BAXELLOEELD b
BEICED -T2, FE 1, 2 TIE, HEABGAERO TN FEKE CBAEAEL Y b EE
(ZAEAFRERI N o T2 03, W) 1] 3 XA L 72 RIS £ » CTHRFIICZEITRR D
BRI T2 (FFHRITOFRERIIALSH)

49



A

o
o

80

o
©

AT

[=]
<
=]
o~

o

TR
60

B

| a(34)

(a) HFRA X )11
| b (20)

| E - (38)

o = d(6)
L | e (6)
™ 1(1)

ﬁ

1

0 50 100 150 200 250 300 350

ATEIRRR] ()

40 60 80 100
1 L

20

(b) EHRC X )11

VR
a(33)
b (23)
¢ (40)
d(19)
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ALERERE (BF)
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B4 3-3. (A) A L7ZHE D L1, B RO BEBATER O A LFHh#R(2015 4F)

FROERE A BAREK & FHEE C B AEIRO LR (2015 4F) |

Al LBNIRACRZE, BRI A E R LTV D,
%fﬁﬁz})mu&)%nfuo B: }:L'fﬁji-ﬁiﬁffﬁ% ;ﬁ% i"j‘/7ﬂ/§i%7ﬁbfl/\é Elj

S - L ER
B [E#RA (20) \ ; B ERA (25) Y W EHRA (31)
| W EgRc(23) L m E#C (34) g L m B#EC (34)
T T T T T T T T T T T T T T T T T T T T
50 100 150 200 250 300 350 [} 50 100 150 200 250 300 350 0 50 100 150 200 250 300 350

AR ] C R BB AT B AR 0D A= AF R ]

EI 2 DR T EHEI 3 DAE m Tl BERRRAEH CBEBAMER DAL F IR

IRFEDNRED BAVIZ, I L DAGR b TIHEHMGRHEHE T l@%ﬁﬂﬁl{zﬁ@éfﬂﬂﬁﬂiﬁé

R 238 > T (HERHAFAT DR RITA IS ],
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il R
TR FEBRDFATRE R BT 2 8BA0 L2 ERRAEH T OB & e L7 illi# o 7=

B ZTLIZ, B LGSR & & 0@ S 0 A ER S D B e 7T
MEZHAWTHE Lz, BH10OEKA & D 28 L-EEOEFIBICITE R R E
WF8 HAv (Sequential Bonferroni; p<0.05) . Btk A & E 2840 L 72 ERD AL FRIX
B2 DIHEm D 8 - 7= (Sequential Bonferroni; 0.05<p<0.1) . &M 3 OFEB & C &2 8Af
L 7 ER O AR ICITA B 72 203388 b7z (Sequential Bonferroni; p < 0.05) , & ®
fitdFT X TOMEE TITAEFIMBIZHERETRD b > 7= (Sequential
Bonferroni; p > 0.05) ,

T RER OIRATHRE R AT LIS EMGRIZI N T, B—E OB & B0 A7 iR O 7%

AT LT AR R AL Z L, R TR Mo AT ER D D0EIra 7T U T RRTE
ZAWTHE L7z, WRBBAMERTIZ, BH1 L3, BH3 L4, BH4L5DEF
MR A B 72 =038 b 7= (Sequential Bonferroni; p < 0.05) , Hikk D ¥4 25k Tl
BH1E2 BEH1E3 BHLLE4 EHIL5OAFHRICAERREDRED LN
(Sequential Bonferroni; p < 0.05), itk E BAEERTIX, BH1 L 3, BH1 L 4 DEF
MRS R 5035 BT (Sequential Bonferroni; p < 0.05) , % DD+ T OMA
BT AEFEMBICA BERZITRD e~ 7= (Sequential Bonferroni; p > 0.05) .

FEAE ] O BB R

AR THND YA 7 aYT T4 b~ == RN LTV D 2 iEsd % LT,
Jo R B D ERAT FEBRIZ 2 3 AT &, [F] CEIARED 7 B b 22 LR o) =
Wi MAEZ |\ ZBIR L, BT —X 8y Mn=10)2E L=, TN HDT—HX & v b
I% Genepop 4.3 % MV T, Hardy-Weinberg s O Miiff e, sE AP DR E 21T > 72
(Rousset 2008) , X/ 7 U ADMFAET D AlgetEOHEEIXY 7 b7 =7 Cervus 3.0 Z
T o7

AERFEC BT D~ A 7 0¥ T T4 FOBICHIFFHRITR S3-1 (2% L dle, AfEARE
TSRO 5417 (p>0.05), Hardy-Weinberg Vi D A & 72 i 13785 H i
2otz (p>005) o Fo. X7 VLT SR o7 (p>0.05), LLEDZ &)
b, A THW~A 7 a8 T 54 b QBB FEITKRAITICEATE S & 2T,
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#£ 83-1. VX7 B AXANRTFOHEJIMEKRHCBTA2~A 70y T T4 h~—F—

DBBIIRF,
Locus N Na He HW (p-value) F (Null)
Rufab 10 3 0.658 1.000 -0.1169
Rufal9 10 6 0.800 0.480 -0.0887
List2001 10 5 0.742 0.400 0.0117
List2003 10 9 0.879 0.132 -0.0499
List2004 10 8 0.868 0.480 -0.1012
List2019 10 5 0.668 0.765 0.0221
List2020 10 5 0.747 0.267 -0.0385
VMA3 10 4 0.737 1.000 -0.1270
VMAG6 10 7 0.811 0.104 -0.0079

Locus; s, n; Y2 73k, Na; 7 VIV, He, E¥~T a 5K, HW,
Hardy-Weinberg “F-fi 7> & O s &t &, F (Null): XV 7 ) )V OAFAEATRENE D%
TE it Feo

52



A4 TE TR O S A D IRGLE

2

4-1. ¢

BRI, BB IATEIZ AR L. ZO5 2 IR DT A L
ENDITEDR N DTN D, AN T H Tl TFAOITENIMZ I EEBIE
L T\ % (Holldobler and Wilson 1990; Hines & Cameron 2010; Smith et al. 2013; Lopez-
osorio etal. 2015) , 7 B AR ANRFIEDL L OFETIL, FENI L OFE O S F/)—KE
HEFEEITH) ZENMBNTWD (Greene 1991) , Z 6 DEEFADFILEE LT
X, Bl oEmo _RFIRE . IEE0HFE 2552 L RBEZALNTEE
(Wilson 1971) , #E%ANCEED L2 FAEFE D E EOME 2155 2 &%, B2 E N
215720 TR, BANOHK B OBCHIZERELZ NS5, BRNOHBEE DRI
MIZARMENEEINT 2 & L2 <FRRITWN L OB & TR Y (Crozier &
Fjerdingstad 2001) . #2FATIIZ OFIEZ BHF TV D AIEENREZ XL BND, VX7
0 ARXANFORFED 7 0 A X ANFITFENERTFET D2 ERX0hoT0D (15
K1959) 23, VX 0 AR ANFOSEFECETHIMAITIEEAL R, 2T,
AKETIE, VF I B RAXZANTFRHEGFEET DEN, i LT,

R FEOHELRRED—D & LT, FEROFEE L 15 b ICFRFTIIC AR
L. &2 CTHaFENER L & T 2B TR S LTV 5% (Wilson 1971, Starr
1979) | SEREL 2BV, T O A FERET 5 72 DI TR A A BAFRIC & 2 2763
R D 0mECHMIZAR L, 2o, 2EAFEFNCA R T H IRk CHRMtSTFAET 5
BladRT 5 LENPMETHDH LB I TS (Berlocher 2003; Buschinger 2009) .

AP HFEHST T Z 7 1 A XA SFIIHLHN A0 U, SEE D DAL 53403
57 v AR ANF LRI TN EE TS (I 1995, 1IN - i) 2013) , 4
FlZ, 7 2AZXANRFBLRVE I 0 ZARXARFOEL LN IBREE%EL T
X, G Z SRR DR N5 EF X, 7 R AR ANTFRHEMGETAEE L
TWVDENITHOWNTHIAE L7,

4-2. MEEE I
4-2-1). 7 BARRANF LU H 7 0 AR ANTF OIAR O A

T ARRANF L H T 0 AR RANF OO 1L20158-07 719, 20 H 12Kz B
WL & KR I AR (495-583 m, 35°5331"N, 137°11'52"E) . H & (589-751 m,
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35°51'19"N, 137°13'56"E) . thxz [ (770-1044 m, 35°5926"N, 137°12'36"E) . 2015
HTH248, 8HTHIZRE RGNS L AATEE (954—-1490 m, 35°53"24"N,
138°17'17"E) . &3t (958-1165 m, 35°54'58"N, 138°15'50"E) (2 TiT>7-, IIHIZ=
v~ A (Oncorhynchus mykiss) %7213 A/ X A % (Todarodes pacificus) % 200mf#b@E T
EL, BE2BO&HFET, HEHRE L CRME» 6, —FE 2 L I2&3E, fHiz
WS R TV D EDZ B CHERE LTc, BORITMER TE R0V, T &Y o
T3 & 2355113, BEORTTE M, MR D D EFfo7, HIERTOPIR & o & Tl
SHiR T, U2 0 & & LRI 28 Gl 370, 55 TIR20M8, AT Ch0HL I AR
ZExiE Lz (M4-1) .

4-2-2). 7 B ARXANF L F T 10 XX ANF O TFAOHE

JRARANF LU HE T O ARXANFPIHRTFGEEZ LTV LNENRRLTZDIT, 2
FEOE B A R Uiz, TP ISR O A0 S EAE T D I B IR T 2 ik Rl ¢
20144F-7> 520164 D6 A FA) 0 H7H Ha), KEFIRGRGHARE 1 RLHT T1X20084F7)> £ 2016
FDOBH FRNBTAFANAT T2, BDORE RST 5 HIETLTO=>Ths, (1)
IR Z BN TR A DT 5, (2) FIARZILHIZERE L T, ZOMARLE D Ilo THIC
IFHRER L EEZBWNIT D, (3) ANAA B EINFICHEL T, B e ik
ICHEIOOWZ A -8 T E TBEWT D GEIZ OV TliENonaka 20114 %

) o BRLUZEII LR 680 L, /A (1995) Ok, #knl BUIHE > TS
DERRIC L D FEEEEITo 72, o, BOELIZZ B ZAXZANRFBOLEDIMEN &
LA, TORTIIHETEND > - /REMENE 2 HT-72% (Greene 1991) |
WP LRI, TS A EOSEN 2V~ T, BRE LRI AR OFEER
IZAIL, BRELTEITNICT, 30% Y a fii & =7 U LD LK E FgE 5 %2 T, Kk
HREFER A EFET HETHE Lz, AFETIE, 7R AXANRTLENRNDHHA21
B, YH IR ARXANTFLZENNDHRAEBREE LT,

4-3. FER

4-3-(1). 7 B ARRANF LU F 7 a AR A NF Do

WFE D A A OFE R KA-1IT R Uiz, BRI B gk FmIT R Tid s 1 A X AN
F LB T aAXANRNFOMEE, hELIUZATIIIE 7 0 ZAXANRFOMEED
B BE LT, BRGNS LRI S QBT g AXANRNF LU X7 m A XA
NFOFE G2 BIER U0, OGS E WHE TIZT X7 0 A X ANTF O % BlE2
L7=, 2014, 20154E I PMB L BEC. 7 0 A XA NFHMOE A 108D, FEE L, F
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Blillzn, EBTUH 7 a AR ANRFEMOEEZ 10D, FERE LT,
4-3-(2). 7 O ARANRF L K7 1 AR ANRNTFTOFNLEFTAE

200846 A I AIIZEE (954m, 2FED AN EE T HHK) O/ B AXANRF OO T
D7 BARXZANFTHEOFREZFE R LTz, 200846 H16, 17HIZHE (954m) T, 4
JBARXANTOEENRRETHFSTNDEZAEHBIEL, ELL06 D1k
FERE I Tz, 2014, 2015506 H TAIC, B (954m) T, ¥ H 7 B AXANFO
BEMNND O TS RO & EOEMEKE ZNZRRR LT,

4-3-(3). 7 B RARXANF L F I a AR ANF ORISR EE

200847 H 2016 DOFHA CTAFIIIEIE R L, D96, 10T/ B AXANT L
B0 AR ANF G L CEE LT (#4-1) . 200846 A18HIC7 0 A X ANF
D SR L > F7 0 ZAXANRFORERGDT, FELTWHIEEFER L,
DHAZ 7 B AZXANTF ORERFTI, 7 0 AXANFOME el 57 0 2 XANF
DEEPLEEESNTND & ZHEBIE LTz (970m, #K4-1, BIZ4I1, [X14-2a) , 2008
FEEHBAICIIE LRI T, v ¥ 7 m AXANFLEL Y B AR ANF O = MKl
RN FEE LTV BAEREE L7z (977m, #4-1, Bl2212) . 201046 7 HA)I25E (945m)
T, VE IV BRARANRFOLE L @GNSR 20 ARE L, RMXA (954m)
DRINTHE LTz, BLE—r AKIC, ZOMBRTI RAXANF LI L7 B AR
ANRNFOME ML, 70 AZXANRFEENRFF LTS & ZAEBER L (F4-1, B
£213) , 20104E7A18HICEE T, v ¥ 7 B AXANRT O FE L& g2ffik, 7 m2xX
AT OB E20EANFE L TSR EZ % Lz (973m, &4-1, BIZBI4) .

20114F6 H23HICEE T, 7 B AXANFOLELMEUIMEANER L TV H L5
BB L, TOBEHIC, BET, YH 7 BAXANTOLEL Y B AXANT O
SUNRGFoTND EZHERE LT, £, BOM TR B AXAAFOLEDHE
D LB E DI~ = (946m, F4-1, BIZHI5) , 20124717 H & 20134E6 1
18HICE T, YAV O ARANRFOLEL 7 0 2L ANRFOMEENEE L TS HE
ZERAE L7 (20124F; 977m, 20134F; 945m, #4-1, BIZ3016,7) . 201346 418 HIZHFL

LIZBOTFITE, V7 0 AR ANRFOLEDFEEMEME, 7 1 XX ANFO L ED
RUE R B 572, 2014ETH25 FICFIIRT, v ¥ 7 n AR ANFZE LB E G, 70
ARANTF O E BN FE L TODEE %R LT2(495m, #4-1, BIEF18) .

20154E6 16 HITHET. A7 0 AR ANRFDOLEE 7 1 A XA NF Ol X 3(E ik
MBRAELTOWDRERE L, BEOTICV I m AXANT OLEIMADESRE, 71
AR ANT BOLEINRDOFENRZFER LIz (970m, K4-2b, ¢, d) . FETA2HIC, %
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DEEFROREME 7 0 AXANRNFLEPEML TV DLOEBEL, £O%, WMEHD
AICY R ARXANTOLEDFHAKER L LTz, 20164FTH26HIZHET, &7 a AX A
NFOEEEL 7 0 ZAXZNF OB S I UERNFET 2 BAHRE LT (956m, #£4-1,
Blz25110)

4-3-(4). 7 B AR ANF LU E T 1 A XA NF OIRIEH OB b A FE

JBRARANF L Z 7 AR ANFRNRET HI000 5 6, 5 (F4-1, BIEHIL,
3,4,6,8) THEDME X MOREHITEN 28152 Uz, B RAPERFICIL, BIZFI3Tr u
ARRANRF OF LT & A AEE, BIEHFIL, 4, 6CTUH I B ARXANRFOHLEE LA
RFERBIEE LT,

4-4. BB

EHIREOBAREICL ST, ZVRRAZXANRTZEE T H I B AXANRTLEDORD
EWVEW, VXTI A ARANRTFZERLEOROENGNEZBE LT, AFZETIE, 7
BARXANF L E 7 aARXANFREE L THDEAZI0EF ST (F4-1) . <D
DDOHDOAE TS 5 WITRBEO L EDEKREZ IR LT, 2MESBICBWTHEE
Offy & N2 RIESMTEN LB L, Mt FAE L > THBHZ2HE WD L
WL NE RS, o, TROORNBIT, FEBOA A EHLENEEINTE
V. #HERFEOEEIIKIERICZIHEIND7ZA 5, BLEORKERENG, Ltk h
NEMT 2 M Cix, MAEICHEN, MRS FEL WD I ERHLNE RS, il
FOLZEIZFMTHERTE, 2O FAORRRITFEN I L OFER O G410 —Rery e
FEThHDHEEZ LN,

HEMENT B OLENZRIZRT 5L L ER ORI, EiEfl—EAZROME
FEN (L L CX 72 (Hughesetal. 2008) ., & EDZIAZJECZ L ERIT AP O
BIIZERMEZ M S, ZIUC X DFEER B S, FERESN TV D (RA~DO T
PR, 3T, BASHIEEINZE) . HETEICHI LI B AXANFLEL TV H Y
0 ARXANTZEORTIE, B OBEHSZEHREITEML, 2RI 2F)E0
AIREMEDN B 2 B LT,

Berlocher (2003) & Buschinger (2009) [ XFEMIMKGR 2 F2RE3 5 72 DIZ I, Ak FE2FH
DNZ VI AGI TIN5 B WIS T ED B 24T > CTAER L | AR EE
T2 MUl CIZTFARBRRDE L CWAEIZ R TN NH D Lk, 7 a AXARTFIT
BMAATIR CRNAAEZIT> T D A[REMEAVRIR S TS (B 1959) , v ¥ 7 1
AR ANRNF ORI 8 DEBDOBEDO TN O DT 7 v A X ANT L EDI
ERBEEINTND (B RFER), IDHIT, YH T RBARXANF (I B ARXANT
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EMNEBET LRI CIITEAEEFAEL TWD Z EnD, HMOAARTHLENEAE
LTWBEEZBZ DI, GHRFED 7 1 A X AT LA BN EE T 2 sk ClIfEfita %
AL TWD Z EIFHEMREE T 2L TH DL LB X BND,

Starr (1979) OFERMKEL T, S FAEITHENGETAET LA ROE ETH
DUTRE IR LT, FNALS TFAEDREINC L > THFAICKD TE GAICELL 9
HEBZOLNTWD, 7B AXANFFENFELITO ZENMbNTEY (EX
1959) . ¥ H I B ARXANF HFNTFAELZIT o Tz, ZOREFRIE, FENTFA D HERH]
FHAEDORTHEICANZEN N T, FERE AT D & S Starrd G (1979) % 3R %,

BRERA 7P 901 LU, BN T AT 22 RIS AR L, AR R OF05
NTERWEAICIE., MAEOREMESFAEITECNCZEREK DO —>TH S (Lowe
etal. 2002) , —JF. 2EMXHEHEFNITE 5 X 51T 25 &, WO FFAEREITHE) R
ZZNE U GAICEILH AR D . HAOHEMEFEDOBRND, FEHE LIy
ML EREEafHT 5T D (Loweetal. 2002) , 7 B AR ANF L H T @ A AN
FITFH AR FAE L TEB Y, Zhuidlowe 5(2002) Ofdm & id—H L2, £+
OFLH & LT, MIFTRI 20 2R R O A 2N BT 5 sk iX, 2 e ofEnsm
NEAZ O3 AT D MU HEARDOFRADE Z 0 | TR O L F AR ) O EHLHE S
iz nwz EnBzxonsd, UEOZ Lt WFTHIAR 2 -3 3T 72 2FE D 43 A
NEMT 2 CIIMAOHMMfSFENEZ DT WVWEEX bD,

AWFTERERIT, R FFEOEERE & L CStarrOFEREGEL (1979) Z58< SFFL7-
D, MBI FIEC KL > T B AXANRF LU F T a AR AT REF ML
LB LT D2 T, KFLDORAEN S HICHETe72A 5, EEOMBIRY
TlZ. Bombus veteranus & B. humilis 23 A OFEMFLSFAEEZITH Z LiZE 6TV D
25 (Voveikov 1953) | A XA NNF R CIIARMELSMNTIL, A OFEMFEETFADOHIT
HHIN TV, 5%, IFTAZ2050 2 9 ik e 2f i 2 35~ 5 2 & T, 61
MAHOHEMAZFEDOFNRSND EE X bLDH, HAOHEMEEFEEIT O 2O
e, ZOERZFRD Z LIZE T, FEE LIEEITH0N D EGERFR DR 7 H]
s,
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F 41, RS EEEZ TR TI O AR ANRF L UH 7 0 2 XA NFNEIE LT 10 OB 52508

B BIEZH HR BEAOBEEK e
(B m) 78RR RXNF BT aRRXANF
(1) 200846 H 18 H & 1 RLET(970) 18 & % 5 E{A 1 ER J B ARXANFT L EDNGHIL A & e b A %
QLAY N
() 200846 A 23 H & RE(977) 1By & 1% 2-5 {E{k I F 1 ER
(3) 201047 A FH &L RAT(954) & E 1B, 18) % W% 40-50 fE (& fil B B
1By & 1% 2-5 {E{k
(4) 201047 A 18 H & LANT(973) 18 & 1% 20 fE R E LA, X i 2 R
(5) 20114E6 A 24 H &1 FET(946) 18) X i 2 fH K T E 1B 2011426 H 28 H, 7 0 ZAXANF L E LBk
DEREMER LT, BH, 7B AR ANTLEL
8 & IR A B LT,
(6)  20124E7 H 17 H &+ RHET(977) fB) % % 5-10 fEl{£ #F 1k
(7 20134-6 H 18 H & 1 FiLET(945) iy = 1% 2-5 flE {4 1 EE BOFNLI X0 AR ANRNFLE 2K, 71
AR ANF L E VEROFEARZBIEE LTz,
(8) 201447 H25H  #KJFMT(495) 18) = % 3-5 {4k E LfE AR, 18) X e 30-40 fE{K
9) 201546 H 16 H & 1 RLET(970) fl % 3 E{K 1 EE BT, V& 7 8 2 XA NNF OB 3 fEfE L
B TE RN 0 AR ANRF /L EDIER 3
fEfRZBlZE L7z, 201547 A 2 BIZiX, BA0
ANZ 7 B AXANRNTF L EDIFMKRE IR LTz,
(10) 201646 H 26 H &L LHET (956) 18 = W% 6 R 7 FE 1 AR
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b. T e Ak T c. AR E 1 fLET

Q

@ >y /aaxAinT
| O 7r2x 21 F

O 75

4-1. 7O AR RANF LU H T 1 AR A NNT D43 Ai iR kE .

(a) FHE MO B IR T 2 ik FRT & B IRHGHTE £ AT OMEIXA & BOR TR LU, (b) #KERTHR (b1). & (02). Lz a
(b3) ; #E & 100m Z & T EEMR AR & KRBT 500m i@ Z L7, (o)E LRETEE (c1-4), &HE (c5,6) ; i 20m Z & IC55 Ef & 1
X, KRR 100m fEIRR AR Lz, MOBEGREIE. 7 0 AXANRNFIIAN, Y F 70 ARXANRFITEREN, 2HEMFOHEEITARTRL
7. XiZ KASHMIR 3D % W THERE L 72,
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£

42, JOARXANFLUH I 0 AR R NFOHEFEDEE,
@) 7O AZXANRFOLEEL) L T HF 7 B AZXANFOLEEQR)VBE ETHFS>TNDHEE, (o) ¥/ HARXANFOLEL 7 1 AR R
ST O & e 3 IEAANRTE LTV O JEL TR -l B DSBS (BLE201 9; 201542 6 7 16 H) . (b) FICW /= #fistd > 5 7
HARANFLE, (©) V7 B AXANFLEOEME (4-6), FRIZRYIIENRZ 02 X ANFBOLTEDEMAS), (d)> 527 1 x LA
NFOLE (1) &7 B AXANFOMEEE QN CERANHHTETND L 25 (BEs9) |
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I

Yiva =~ N AN
5 3E A EL

NFH TIEHEHASHOESR, K EOZEREXCEBLXETOERIERE -2 B
N DB ZEENE N B £ D T O#EL 2N E Z > Tu 5 (Hughes et al. 2008) , & E D [A]
REBIZEME O MREZ KT S50, 26 O CEASMENEL Lo - Bih &
LT, ZENZRIZRETLHEOMEE () N ETHY | Bl L TldEs
FEEELNRNT ENRFE X L2 (Hughesetal. 2008) , & 512, B ENZEIKRET 5
TIIE i (1) OnEob, HIEREA TR Y B OIMBE D LTH,
FIMATEY S HERF X 2 CFG IS 2 15 TV D ATREME2Y 5 (Daviesetal. 2012) , 2 2 &
TiE, HAEARSMHIF O D v 77 A XA RFITEN TR EOATEBRIHRLENE % i
HORBOOWET D2 HEEEBR LI, TOFEEZLHWT, BMHORLXROE (K+
DZREF DOFEHE) NEWHIT E, @& oA pE L AEEIER D ENEH N2 L AR L
Teo BWEDZREENLWEITE | BAPM O MARE S B 225, WIS L2Z
END, BEOZREIZRRITHEGHN TH D B L LT,

% 3 ETIE, KEDOZEIRROFZEK T 5K ~DOEFEGL (Sherman et al.
1988) ZHRAEd H7-IZ, EHIFFCRIRE Beauveria bassiana % AFE D) X i (B L
THAFRFR Z A L, SRS L o THEFRRMICEDN & 5 0iil~Tz, ZORR, Bxiko
RRBIZE > THEIZHBMZOAGRRE, EFESICEZEND o=, BREN &2, &
HRHRTIE, EBMAENOERE TETEEGET LW BRI, Bl LDk
KD, B 58O E BT, RIS L TRRLEHMEZ D2 LB SN
T& 7o, F7, AL TR ERIRE B. bassiana OFERME Z & ICF— B F R OA~D
WRMER R D Z E b BLMNIC LT, FATEEEEOBEFRHOMERICL T, 20
SR MECHRPUE I 2N R B 72 2 & 1E, M3 IZ Hamilton (1980) 234218 L 7= lR-1g 3=
DEJLFE LD ILENE Z > TV D EHEEIN D, —FH T, AIFETIE, FFEDK
F13 & 2R RAHNITITRNA, BID B DIRRERFNNITIHNZ & £, BIDKFKRT
K OMWEZ O Z LITRO LT, EIHS DAL TV D EENRERERT I &
IXTE R0 oTz, 5%, B.bassiana 7217 T2 < OBIOEME S W TERTHZ LT,
JFR-E EDOBILFF D H 5 0 ENE EfICHTE 572459,

5 2 BECIIAROEMEL L . BB ERENEWERIZ SIS mWN L E2R LT,
F7o. 3ETITEBHIZERMEDOHENINC L DR DO —D>Th 5, H7x DR[O
Pz b Ofk 2 B F RO S e CRAMNK T 5 2 & T, BHB TR~ OHEGUE 2 1
MESELAREMEA R LTc, L EDZ Enn, X7 v AXZANFOLENRLELEL T
B & e DB ZARMES NG 5 2 &3, BB TORKA~OEGIEREE | AEL
T8 D FE TN L, BOTEEMEDSHER, RIS <20 MRICE
DAEFERNEM LI LB 2 bz,

61



A —HIT, RN OREIZEIZBET 287003 6 D& 1%, BRI < 2
T5Z M5 TWD (Lazzaro and Little 2009) , F72. WRSLEHEICXT T D%
B ~OBE L, HWIGE 210 LS EHMOBE~OFEE L L — A7 ORICH S
(Sheldon and Verhulst 1996) , /~F H BB CIIHEHIEOHERERTH D729, [A]
U BN DR RHfik M OB =0 BUE 2 (5 Em L 0 /&< F BHOBRNITIFRREIZ
EoT, TERATENT XU TEIRETHL LEZ LN TS GF 1999 .
I B, HEITIEZHO B BIRREPEET 2 FH 0352 < #E ST s (Rath et
al. 1992; Keller et al. 2003; Hughes et al. 2004; Meyling & Eilenberg 2006; Pilz et al.
2008; Reay et al. 2008; Tuininga et al. 2009; Griffiths & Hughes 2010) , Z#1 5 DH
HND, U F 7B RAXZANRFO L) enT HO RIS 58 CramEic 3 281
PSR T DMERND D EEZ D, BENZEREZ R 5L EDO LR R E L
TRERD—2 bR IND, £ L TGEHE, AAXANFHATERICER T 25| Bk
ZEICERT 2 CLEORREEICEN G 57, FEEATh iy, AR
TR SN0 o7z (Loope et al. 2014) , AFETIX, HAPMOBLBHIZERMENEET 2
LI K> TRKUCH T HIEPUEN R E D B2 6N, THICERT 2MOLEDAL
RN D 72 O EIZ I T DI & OREFR-0, PIZERNCE BRI 2O X ED LA
DHFRRGZ RFET D Z & TREDZRIZROENMERNOERNAZI TS HEEZD
ns,

RAOH & DBENIZHRELZ B 2 BRIX, H#ROFAERRETHI L e L
DHOERRDIEFEZFEIMLE ) ZENB2ObND, BftESENTFBOZEITEEDOH
MM RE L, —EERE MDD & T E L ZREITHOAR (Wilson 1971), %
Dz, ZRMBICLENABHDOA X L LZRT D0 (RFRDOE) BRFZDR Y OFEFE K
D HECHIZEEL DL FERNTH D LB DILD, I, FRDORET & EEHITE
STEHEGLEPETEILLE LTH, KEOLRREBHED DL AT D ROFEIAD D 72
WG B ITITBERZRIEZ IS 5 2 LT TER Y,

Vespula maculifrons OZFEFTHIEIZ I T, AR E (K EORREEOIEE, £
ROKEFPEDNTZEIG CTEADT LR ORK) & X EFREBICIEOHBEAN RSN
TW5% (Goodismanetal. 2007) , Z OFERNG ., HEDZRIARIEIGH) Td 5 AlHetE
& RRBIEHED L\ Eo BT EGE B A FER GRS DA REMEDS RIR STV D, B
2ETIIVZ 7 B AXANF THEIARICE N T, R EOLZREHENZ <, RO
RO DPNSNRITZE, AEICEZ O ESE2AET LI 2PN L, £, B
WS AL OB T, [F UREH O X e 3D 70 0B & Bl U T, Bk EDOREE SN L D
HATEY, RSO OBIARAEEZIToTWD I ENRSNT, ZORERIL, I

TR STV EO AR RE & BhE RUAE PERR AR & D BAMRZS | EH2AYICHEERI L T
WHDTRL | B XGEERET LIZBRTH L AIREMEZ R L TN D, 6T, v &7
AR ANFTITRWRFINCAE SN L FIZERENES E&FOEFRERL s E
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WO ZENHBMNE T o T, RFETITAKIED 7 0 A X A NF EAAIT, FERN & OFEH
HERFETD (F4E) , 7 AXARNFRETIE, KA XPREREEIZEROEN
BVOBGEIZHES Z & ERIZRII T D RREMES mW T LA ER S T (Harrisand
Beggs 1995) . LA EDOFER2 G BHNUPME L, #8& Lo FITE < I L8k
EXD SBWEAROEFRERPEHNEBZ X OND, BEDRKRBEEDNZ < LRROM D 237
SWETIL, BERZARMEDOHEINT X 5FIRITNZ | MWAEFRERNIIF SN S KREOKR
ERURMARLZELAETEDFREZBEFEONATND EEX DI,

BHSMEANT HORMIZE T D HEDOFEAZRBEIE & RO R Y OFEJTITADOH
BB v (Jaffé 2012) . ZHENZREIZIET HFETIEA A DRERIAVERIF A LD | 4R
DR 2 FFEITHE W B OB ERELZ NI E T D AR H D (Baer
2015) , ¥ H 7 0 ARXANFTIL, FLEORZRRIEL &SRO Y A ERBIRIE
LIRS T, RFADNR Y &8 & A pERUZI3IA E e B OFBI N w%nt(%z
) . ZOREND, BRROE G2 PEIEETEDLIREIFILEEHNTHDL LEX
b, ZRHED A ZADZFEFEN TORE T A A DFERANRLF 7 D358 Z - TV 2 AlHE
PEDIRIR STz,

L EDZRIZROFNEAGH T &b 2 FAL Ve (Cole 1983) ZMEFET 572012, £ D
REASRANL S D & & DA A EPERL, RFZDE, KFZEDIRVIZET 5 T & FEROT — 4
ZHHE LT, FEEOT =20 bid, RO E T EAFERIZITIAERIEORBRRIRD &
AU Z DOBIRD O IR FAVB IR LR S L7z, S BT, ik EAER L R DRV I
IFIEOHBENR &Y | Z OFRERIT, KRBT 2 JEIT L7z A A EFERN LV EIE E AR
DIFROBET D LW FHIORZ— (Jafféetal. 2012) & &9, — . FrxEAERIC
XL TAGROEE RADR VT ADZHEEARRD b, ZiUT Lo TRl N2 —
EEDIR, AMROFERIZTNOIL, IR E AT 5 Z L IXTE R o, Sk, %
JEAS T W DRI L EDOZFEFEN DR T3 48518 L TW DB a2 i 5 Z & T K T1lie
RO Z LR SN LB NS,

ZAIVE TOMZEE ABEIZ LV | B2 EANTF B OHR TR EDOLZEIAEAEL L T
HEANXRYT VIR, IVAFIR, 718 AXANFR TR D B RE 23 FE5E
S 4172 (Hughes and Boomsma 2004; Seeley and Tarpy 2007; %5 3 &) , Lt Z &nn, &
M AT B CIEEAMME OB ZEEE O L > TOIRR~DOBFMEREE 5 2 &

THROLNDFIRIT, LENZEILRT DI T 2 AT OMLERD & BRI T 5
EHERINT, BEALSHOEREEEZ b O T Y HTH, OSSN EMHEOBS
BIZERMEZ R 2 7 MICE(E LTV 5 (B 2011) . Y~ a7 UL EiXsE%,
B I TBAEZHH 5 “ IR FE 2 B A0 CARE L B 06 BRI A AR T
APEL TV D (Matsuuraetal. 2009) . Z DEAANC K 5 L FAAKA S AT 2%, HAob
[ D MR 2 5 60 D T BLACHRL A e T, B ORI AR 2 HERF L, BRIEA N L R(Z
R LU TCOWPIEERERFT L2 LN TE S LEE 2 LTV 5 (Vargo et al 2012; Matsuura
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2017), a7 U HOHR T O ELKFA S AT 2%, MAZICESKEELL L TWD
(Fougeyrollasetal. 2015) , F7-, 7 U CTHAEMBIIH AL CAET 203, BEHEITH
PEAEFECBAS T XN Ko THARE L BT OB ZERME 2 MERF L TV 2 61 6 %0
5 TWD (Bl 21X, Pearcy et al. 2004; Okita and Tsuchida 2016) , FLAESPER AT,
BN OB BARME 2 HEFE, HINS 5 2 LITHROVEIRB D> TRB Y, TOHER &
LTEREA P LA (AR) BB R BIL,

ARXANFHEBTIE, L OEMNTERN, BEtSTFELTO Mo TS
(Carpenter & Perera 2006) , %f 4 T ClX, 7 B ARXANF LU H 7 0 AXANRTFPHHA
IZHEN, FEEETFAEEZTHIEEHOLNIC LT, VX7 B ARANRT EETPA R AN
FHAL O 70 & OPASHZE I B3 SR T, A 72 B T A 3K o CTREN S KOV
I COMGFNRE 2 HILD (BT - LR 1984) . —J7. AR ANFHETH E RIGHTH
B HBMEMICER T2 THLROFESMYAWVNEI > TWDH Z Enn, (Vespa
analis; FAJ# + 1148 1984, Vespa simmilima xanthoptera; &2 K5 3) HOF->H D AU IE
HHRIGIE VD bRZOLONEELRER CTh L LHEL I TV D (FATH - LR 1984)
AHFFETIE T LI O ARXANRF L 7 O AXANRFOPMBER 120 REL, D7 &b
10 BUSFEMASFEICL D 2 FRERTE 572, 7R AXANRTF R THANTELE DT
BOF SO PMERFEO T TEDREDEIG TE Z > TV D DNI DWW T, IEMERIIIE
2N, —H T, 7 aARXZNFREOED F o LB O L EOFKNBRDND Z b
(Greene 1991, %5 4 &) | Af CIIFEMASTAETLT THERILDED D L K 10%
TERETWDLZ 0D, KON FAEOHEITR L TR Z2NEBZ b5, B
DTS ATENIIEFIZAERENE N EB X O, ZRIZAA S FIRENIELNTND D
259D EFITROFESTMY I L > TH LD FIRITHEEY & L TORRE 0 57 1H)
HIEZT TR BB A NS ED Z S TELNDIFRELH D EEZ T
D

VHE I BARXANFIZBW TR REHN S NRIFE | BEIGENE < 25 B DO—D L
LT, 74 FGEL (Bonduriansky 2001) ©5 2 Hiv5d, Ziud, K EOKEBES
BHARNENE N2 & 1E, KEOIWEDO—HTHLLEWVWOIRHTH DL, ¥AE I/ rAX
ANTF T, AR Z EOBRCHE & L EBREBICAHBRMEBEITR VA, g s X EF
BEICAERIEOHENH L Z LML TS (Harrisand Beggs 1995) . S 62, &
A F Y IVNT TR A ARMEEOE WL EIZE, LV IELTINRESOR & 2 rg 5
Zholth, BoNAREFHEBHEAK LY 3% (Nelsonand Grey 1976) , S HIiZ, 2D
BN L FARBUL IR & QEERED YRS D LB b5, BfhatE T B Tl
BB D 72 WFETIXACROR Y 2 8N S, B o M E % & 5 i, K8
B L WFETIIR R DR Y 2 S, B OBISRIZRMEZ BN S 2 T ~5
REMERIRDE Z > TV D ATREMEA /R S F1 TV 2 (Jaffé et al. 2012, Baer 2015) . 5 2
BT, BIEMHIERIZEB N T, ROEBN L, KEDRY B/NEWEBRITE | BAAAF
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FEhRE L BEABROEFRERLENWEBZ LN B L EDOEENIGFTE | KRB MEER
ZATR A FIZEBICH T D AJREMEDN R STz, TV E TN, A ADFREE D REY;
Ft (V> 7)) %AT % Polistes dominulus Tik, A ADMEHOBAERIZ L > TA AL D
AL IR DMFAET D AR RAMEEIR N & T2 (Izzo and Tibbetts 2012) , > & 7 1 A X X
NFOFAL Ly 7 BT 52 ENMESNTEHY (FAH - 1U4R 1984) | B+
X, BN AR EZBIRL TV D 0s L, BN Z FARGLARGET 2720121, &
EOHBEBELERY A X, RFBROH, KEZEDRY . FHEEEORRIIIMA T, ZhE
THEVEHIN TR TEERIRIZ OV T LRIV ER D D,

AWFFETHAE L2V X7 0 AR ANRFO 30 BTIIBR SRR (KEDOXREHE
) 1L 3005 8, ARIRAREIL 233715 712 o285 2 & 3 BHDFERND) |
BN RHD ERL O E 2 ERNIMB B 2 HNDH125 9, W EDORREBIED 8
XY HZVENREONLRNVEHE LTI, FHLETRRXCLIBRRREIZED A R
DB Z Bz, T, BEORRBEHEDDIRWFINBIE I N2> -8l & LT,
B &t L FEORTAHAD 2K DH 40 (Trivers and Hare 1976) 7235 % Hiv7-, Bourke
(1994) [ ZANSGREN 2 L FDBEITIT B gL > T B H 5 WEIMo@ & o
FADFDOFREEDLRA (3B) LV bMEERE < R D OB & B~ FEININH
AV RS 720, BERICIDIFBEBZELAEZLLETFHLTWD, TE,
Dolichovespula arenaria (23T, L EDLZRFEF NS D70 £703, RO AR
WP O MAZE S BV EN T, @& R XA LNEE TV D 2 ERFEIES N
7z (Loope 2015) , Loope (2015) i, &Mt LEDF ADF KD PN, LEDL
BRI EEME DR Z2 R Lic, VX7 B AXANFTHHMREN 2 L RO
TIHEEALNEZV S0 RICHBZALPEE CWD ETDHER/REI LT, £
FNREIHE L TE TR AREMEDHEEL STz,

AR TIL, BEfSMENT B OREOLZEILZREDHEIGH Th 5 2 & & EOAJEEGH
RDIEEN D FERE LT, o, BNOBIRRIZEENEZ & DRI EL DO O LD Th DK
~OBEPHESGRAATEICHEA SNb Z L 2R LT, S 612, 2O E L TRWVIE T
FYE R AN ] S 2 FTREME B ARGEE L. FEMRAYIZIISCR LW R 2157, REiofER
X, B R A PERAERE  CABFTE I OB b, T, AR TIXERICA
P U 72 L E O RS, E OISR L2 W IR LN TR0, EH L, B
SMENT B OLENT 9 ZRIZROEE S ORE LMY T 5720123, KEDZRIA
BOaAXRNEWHLNITHINERD L EBEZXTND, BRI, TEDOZRILZRIZ X
5 1) AT OAFICEX ST A RE, () BAZNLERE COAFIZE XD 2
A NOBRENSHZOMETH 5, (1) 1THAEZOZEDOLZRBIEEE | &K THOK
FORRBEAE LT 5 Z & TRIETE, (2) 1X. & DEEEENOFLIHEA S B R
D, BEFRR L TV O L EDORREHEE . BRI O L EDORRREEZ i+ 2 2 &
THRAECTE 5 EEXTWD, FEROMELIMNT & A REIFEEE L 79[ K~ OB G &

65



PER TR W BRI R ORISR OMRE, MO LZEDZREIARIZ OV THZR O A7)

OOMIENMIRTES 5, 7 v XX ANF I, BT O IR TRE~6 B R
ELT, SREL THET 2 UEAHIBICRAA N TR Y | EREOFREICRY MTe /2 DIl
RO LB TH D LHEE L TRY . SBROPIEDOFERELPRWICHFFSND,
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EIEis

ARG BT L, LR LEE L DDICHIY ., ZR2D TXELE THEEBY
F LI HIERZEEIZR O L VIS LTl 0 £, im0 BRICITHE O B LI
LEHBIZME A TLEIDBAMIT. S%OBETHESGTLHY T,

AR SAERIC S 720 2B ERE L L TEL OIS W20 E ISR EE .
SR Ed T DR, & O AMEBER IR ZEH L T 0 £ 97, THEIRICIE.
G SU Gt 2 THRE W IEWTZREDN D ZAVE T, AR EHR & FLIR & 9 kil L
FelF TLEE D, REEH L TR £4, FHEde, WNTHEcCE=ICEFE L T
W2 PR A AR HARBGE AR L, A IE A B EIERLK, WSHIEFBFEED K
MEE L, RARME L, R PARFITEE v & —OBRARFBH LM R T ITE
BFRFERRO 23, THREEAZBY . B L TR0 £9, HHEEREER., WICHEBELA
WHFEE O H ER | A AAHFER L, BN P RFZET OFEE A 1,
SEETBRREER T O/ NG L BURRKF ORIt B, TEERFOM)SE108#, &
ERFOHE T E—HiZaRE LT HHESMER RiRa O S F | IBHAFIEE O 54
IZi%, REIVEZEOMIE~DOZHELHY . REFEH L TEBY 7,

AWFFEIL, HEH G OBFEIFZOFOTH IO T, BATT 22N TEE LT, %O
B, BEICIE, AHAER, IHEERK, SR, B BB, HAREMERK,
HARE, BARTNEK, TR, SRR, HORIRER, SiEig, ks
RICTWH OV & B L TR 9, £/, BoBREICY -V EEERIEL TS
o Tl BRSAS JE T B AR oD =2 BB 2 IS AR IR L TR 0 £,
LRI FEHE O HZRFBhZ, BREPIEMHE L, B, SRR R I 3R ST RIS
b, AR E L CWEE | L TR £,

R AR T R EMB 2 L T 2 & o= ABRE4E Come On Up DK HAZE K.
T A Y IWAER D ENE & 23 4E < 72 & o 7= Alison J. James F., Joplin James X, Carol S.
Spencer &+, Edwin Webbley t# -+, Brian Neufess &, SIS IS ITUCIEH# L TR Y
FT, AR TS 2 & 5723 —F > h K50 SaraCahan i+, 7 2 U 4 AL
“FHfE O Federico Lopez-Osorio féi . 1 U 7 4+ /L =7 KD Kevin Loope 18112 |3k
L TRY T, 7o, IBHFEEICERE L T/ M — K, EKRBHh K, B &E
KRZILL O LT HHBEOHRITIL, MHEOGIC, FITITEED 256815, £ 9T
RUVGEBEE TRAEAWZI Y, EH L THET,

FEF OB CERREOTG 20, lERRETZ RN L L TS oo mEEF K,
DR TR, AE DV OB L T NS o7, TAFIER, HESBY K, UKW
L RITIT O OEH L TR £97, JEEEMmSUBACHRGE TOMIERRITH T2 D | 83T
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