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BRI 2T D%k
—ZTHE LT, P —

BERE A T

(1) BFoEBERKR LTI

EPIZBNT, BETONEINLT S, 20 [HTFHOBE] 2T 5H5miE, 1970
FERICTN= b MY Ty = AL o TR &N (Trivers, 1974) . BAAFOWFEZ TS
DIXLROZ LD L) 725, B o THEOFITER 2 HEE FE) 2kid s i,
ROFTEHEZRIEREHE) L L DI, BLOEFZAMIITA5E0H5. L L,
FioeoTiL, BrooTELRRBFIEHL, RUMORELZIT LI LPHTOERF
ZEFNTT B,

bbb A, BILLoTHAEETCTWSFIE, BCHEFEL W) IXM2HELETWDLDER
5, FLERBFROFIYKRELFETH Y, BUWRLZFEHICR 2 ETHFELZEL ZW
DHPEBBTH S, BEICBWTUIIRIBH OB IS DY FEIHHREE CRREE LS L%
JERAT A OB T NET S L dH A0S, —He T 0EETNS L HEPEDIZONBEDOTF
T AEERIEARL, ZLOBMEELTOFETCEEEREL L) LENT L

— IR A AR E VBT ERBICHEE AL L7290, BATF LT 585 S B
R 728 218, MWRREKOWET 5 )7 4HY ¥ (Diomedea exulans) 3 Q7T kv
B (D. epomophora) OTF THAMIIILH, 512129 » BXEL (Tickell 1968), 0
TR RBETHEL BEERT 5. BEVBNRL %Y, TR SEBE~NSRUILD
CETTETHMIEIRT T2, LeLT AT FYPEBRBIN 21213 E ZREH L E
T, BUEPLMMEDOM, HERBIEERICHEY IO L34, LHEBEOWEEZEEDY
ET b, AV FECEGCTYY TR P OFHEERBEITIIL~12KTH 5
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BRtt & F

(Weimerskirch and Jouventin 1987) .

FREFHFT & BOMBEIE BN TV AEETIE, ZOLIICETFORNIIRIALDS,
BEORBBEIZZFHINORIC [BFHEOER] #EbIl R 5BEI VS, LEEICERT
%% vF av (Grus japonensis) \ZZDRETHHH, ¥ F a7 i3FE,LEOZEHIL
PIBBEICRBEINAFIOBE TR DI EFZ LTWED, Xil%d bl % fE
HL, REOLZOIERIT O NIAGEG I K G > TRE L THENLEE- TB I, X0
bz, PELIE 9 » BRTEI% L DI L T RIRICTFINOENGH NS, BT 2R
BRIZHR) FRIMORRFZIEE (2000) &, FE [F>Fay Z0OTT]ICREL T 5,

[FRIAUCIZRIRS D B0 WE T THRTICWHEFOD W OHEEY, L LTk
WHERTHA, b, COHHLEET O, BF->CELTEHIENT) 912k b,

MODZH, ZOFTENIBINL 2R\, 72F T hEFo72F%, LXIZ, brokBWTD
DV T ho B, HICIIBS v, HEDLLTHEB CIIVo L icna L, F%
BLRLZD, REOBRDLDDSZALEDD 2\,

L2L, BPEDIZON, TENIZALZAZAAL—PLTL b, Lo )20 iEh
12, BURIT2D, Yan—w) LbranELE b, BT S RE5, FiMEEKF
LT, B3 o0 0ifED, E—EY—BELPoRITH, BOKBEIHLVWE, FIIES
HIZLTT, FELFHEHOTHATRIT S, 25, BOZF e hhidRL S L L
T\, (HBE) 2095, BEFIEFNNICRY, BIZToOHRFEE2R0, XKBEHD,
—HTFIEBENDV T AT R I8 5, |

ZHLT, ¥rFavoBFiE [o08n] & [BE] ~ADBELTHWE, 2280 IZROE
TE N & BITET B

(2) Wh[E %5 &~V —

L2 L—AT, Tl UERBERIC 2o L FHAHAERZ BT & SICEHIC
o THImIcEEEY, %%%@ﬁﬁ%%ﬁlﬂé%t%%W%o&Eﬂ#%@hiérﬂ
Bk dispersal] % E 5 ¥ 21T8id [ EGEIE delayed dispersal] &FRIEN S, 512, o8
TELEDBEOPICIE, HMAEMICE EE STV E LTHLZLDFE T2 FE
9 [ F%5E cooperative breeding | DA ZEHTE BB 5, [IFEEHE] L)
SEIE, 2P EOIEREE GEREEIFHEO) [MATESIZEEE LA lss—
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BEIZBITAHETO#

BE1IFUESFE LR TFECYT5Z & %4 L (Ligon and Burt 2004), 5o BiEE
DHI 3 % THIENVHRER ST A (Brown 1987, Arnold and Owens 1998, Ligon and Burt
2004) 0 ~NNR—=D% L IL, BHONCOFLENLEMEN, BRPENDHEEERLEDO
HEFE) OP—RHTH B, ~"NV—DFFER, LT EIZPHEREDNHTFAH I LT
FEOHD DEFERAE % 71 1 &€ 5 DT (Brown 1987, Dickinson and Hatchwell 2004 7z &),
EHOD G (B L DBERANVS—DOH) DELFRFIIRE VS
L2L, BOANUNR—IZEoTRE)THA) M WEBII o LRI BTICE & F
SEEOEEEZZE LIZLCE CHREOHFEL T L20E TR0 ? BFEETTL
NIBANOBGR L% SERZN, F— 1 ViEGROETIIEDEEIC L 5 [FiiiTE)
PEPHEIHEAT EIE 0. BbTFEFICE > TLEEEL LRIZHEIH HI1ETTH
5o

FE)FILL o TCORRIIME D, —RAMKICRZ 5 [HFRZHE] 797 B8t &
TEALZ R T 200, BHAREIIDFEYFHFERHBHEET VIS 2BROMZ, B85
COBEGRPVRERMINTE 7,

ZOEAWERE LTh o L BERLEZEZONLHERIE, NV S—ITE Z ZIRL 22EK
X, EECETESTOBIIES T20b Lhkwas, MEETHIHRHErE AL L TH
HERUBETFRROTHREERLL, BREHOIARLT LI T2 0wy b0Ths, A
FIZE o TDID &) HFEEE [EHEBILE inclusive fitness] &IFT, W R IZANS—
TN, REIRTESTFORBERO T L) BERICKN, MREEOEFZEITLZ L
THOOBGEFR L VL REALLE, ThbbEEK [REESE] 278 ) K& VIR
THEIELRTVEEZONDL, 2D XH T, MGEM THMMITEI S #ELS 5 (&g
kin selection] DfEAA %, Hamilton (1964) Lo TIRIBEI N, NFRT Y % EHEHE
REZBIAAET = —OFFEE ) REZ@EZHEHP» L, BEOMREERETO
IR S FRRICHEIL L2 2 ZE X 5N T,

Tk, BCORBEHAETEOE TCHOARBCEP LR TI2EM4LEEDL I b Dh?

POTC, FHTHEESEHITICE & F 501, FHEEBIEEIAMEER CRAIREICSH
DEFERPARRL T D720THY), FIIEST %L, PRV IRERZI - THRTICE
FoTWBEDEEEZ LN T2 (Brown 1987, Pruett-Jones and Lewis 1990 7 &), L 2»
L4, 728 2 FIBICEIEM R R 2 & #Sh o/ L LT, HAMPIEDOFE W 2bIE) T
Hoeb, BNTHHEFRET A X DBITIRY) AV —I0 D EPBRRGEVFD 5
EV)BENHL 2IZR o TET,

=22V XY Ty =2 (Acrocephalus sechellensis) &, 1 ¥ FEDt— 2 VEE
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Rrtt A F

WZDBREBTHAAXAH LY FRORREDNETH 5o BEULEIC L D MEEOBRRICH
L, 1959 FFIZIZ/NE 2 B2 26 EUEDS A B T A DA o TWizhs, MARIEZ: & ORE
FATENE S B 22 B8 % R F 720 300 7 F TR L7z 1982 £ LI, AT, 5

ZEMEICZL L7 (Komdeur 1992), 1973 F 2B R ZIERE MO THER S5, M
R IEINHE D 1982 FELEICIZEB TN —DFEEDPHER TETWDT, HREED
FERIEEEOBMIZL 2 EE2 5N, LAL, Komdeur (1992) i, BEDOEW
bIX) TEFNBETICAWN—E LTEE Y Z0HBDO L LIE Y R4k L7 EHFIEE
L, ZO%HEGEIEAER T CICHTEBURCE DI TEHE L0/ EE LY
Bolb00, REOAFBECEIBr o7/l LERI LD,

=2 VY Ty Z a2 OEEEIEIMAEEIT B I % o 728, 1988 FIC/HLD L H K
ERZENTNEN 2 BARSBAE S Nz, B, SMEERIEEL TebIX) 2 HRL,
MEEDICBETOR L) BRE CEEL B S €7, BEBRMOZEHETE TN T
BARER TN, 1EDNICHEREFAREICEOBE VR DIXY 2FF Lo2S\V ek
DEIEL7-. BEDD 24 H, BICEOEWABHIZZE2LIZY TEOON, Bt
N7EBIIFREQEOHBIIZ 2 0IE) 2R T2, £ DML 2 LEBLLITENK
WIBFTIZ S 2 bIiE 0 2D IR, RIEDBC LD BSEENFREENE LI ko
720 ZLTHEEDPS 2EPMEEL, FREEOREGIGITICIIRIETiER 22 X idFk-> T\
B, BOBEWEDLIE) TEINLEBDOPFICHITITIE ) ANVIS— & B B EEPES L,
FOHBANNVIN—ITHEZ BT, BHEDPS 4 ERICIETRTOEDE N R DX D IIANIS—H
HBHEL, ZOBRHPREBEOEDLHIZN THANNIN—DOFEENERIZR o720, OB\

PIE YD TEANNVS—IHAE L %2072 (Komdeur ef al. 1995), ZOERENPS L, —
WX Ty 2oy DEBIEINE o 2EMOBIG LT, BLt#Ns», 50
BoTANWNR—=2%50, EHEO0ERRLTUTEIL TS EEZOND,

CDEHZ, AN ESHEES BRI TIEE 2 #iE T4 2 L THCOGREHEISE
z ERIES, whid THEN] 22 HEHRTERL TS, LA, AV/S—H
IR AEHEEEFNCT S [EEN] FFITEE LAV ST % HiH
THLMREERLBON TN S,

AR =IZE o TOERWFFOEIHE LT, BTIEYFEI LT, REPLTET
DEMEECKRBEEL I LDIToND, 20 BRG] 3EpoRBEIN TV
2% (Skutch 1961), ~V/S—EERARICHBOEIEIZE DL I IZEHRL TV L OHPEIFL
g 720w, EICHBA L= 2 Y Ty a7z BnT, BVnEE AL
N=E LTHBI LA AL, MEOBIHEREZ, ~NV/S—REBROGLED X AL TE
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BEIZBT HBTFOM

TR BEEEAEZ D7 2 LB |RE SN TS (Komdeur 1996) —F, ThEidEo7:¢
WDFERD, 77V HIELIUEY ANF T A (Merops bullockoides) 545 56T
% (Emlen and Wrege 1988), HiAMIZFR Y A= L LTEIW AR E, 5o 72AMMT D
FEb Lo EFMTECOMBEORIESEZ LT 5 &, BEOHEIEIEH NN/ —
ELTRBEBAZEEOBE R LE > T,

7272, ZhH 2BIDOBZETIX, ~Ib S —REERA I £ S BIEGR O B I O BT RS
BOBREDONT VWD Z LIZEBEERIER LR, [BRERIRH] OMEEICIE, REIEOME
FEBIRICED VW EEOEERB LB LETH S ).

ECOEBHARIE, BB EILZLT, ZhIEY0—EESS5 LT L2 5 WHENE
MELLIETHD, RIFVE— XY Ty 2y TORELD, HEHMIEEIA
W=t LT RIZEO L DIXY 205 ShEfRE, FCoBLEDEN DX
DICEE LEFE L 7R, 5V IdHAERLBENBREESIT e R LU TR LKLY
EHT, REICRLLFOEIEZ NI & LS DI% 272 (Komdeur and Edelaar 2001) o
AVIS—EEIZE 5T, FEINITHAVNER TH oL LTH, HOBWEDIZ)D
FEBIZRR ) EOBWAERRETH ZMRENE VD, TOBOEHTRbIXY 2FA
IR A ECHO LB L EEEAMRTEL2 I EPIIRTE S, HERLOHL, L I3HE
NRWHEPRETHL 5 L,

L) VED, A= DBLEENZARE LT, REROBEHESLTILTHGVET
LREDZVCEZEMONELHD LI ENTE, TNPHOBTOEFEIZAFTHEL L)
RHELBEEINTVD, Thidb 21, REREFATEL T L THVAEFREZHERT
DA, ~NWS—L LTE CRREIIERESOEFE L AV =L LTHEo TR
DA EARETE Do HRMIIE I OEFITELINCEE L TWD £ ) 724 (Kokko
etal. 2001), B TILEZERE SN TRV,

(3) 8 E®E (delayed dispersal)

BEICBI 2 [hFE%ME] oXES, BB LSRN 2 H7251C 0 iAE#RD 5 D05k
PESEHEMICE TS [HEHEBE] 2BALTFIHED [AU3—] L LTFETEHE
HJTETHILLTWD, L L72X 912 [HFRIZHE] 2R ST 3 BRI IR S
BD3%ITERVY, ZOBEMERE 25 [HHELE] 130 o &5 OBERIHFE
THETTH5, LoL, [HEEHE] OEASMEZEDEELZ RO TE2OIHL, 4
BORIE ] ZNHEAENOEEEEE L ol HEIIRY, HERIZE EE > T AR
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BRfE B F

DFEE L WEEOFEED, [HR%E] obx@EH»d LT, /2, [458d @
EALNERZHESPICT 2 L THIEEZEDBED TV 5D,

AT =T DY A TEGT B 5 X (Perisoreus infaustus) X, = DFHEBFITH 5,
BoDOPITE, EEINFEOWITEITY O 5T 2K L BEED 2 ~3EHTICL L F
BEGERIEL TWBEH, ~NVS—IIFTE LR\ AT II/NECTIREZITH 25, B
REFEOM LA BEROT L 12, S512 1~ 27, MEMEO & WECBERELE
BMbbZLddHb, BNOFTEREOPVIEST2HBTHI L 3MTH 5705, BiE
LTERMBEDO L WERBICIIEHEE THE LI % (Ekman and Tegelstrom 1994) . 1 A
DFIIEEE L K BAVFITiTHV, [FASF N & nepotism] OFER, £FNIEFEICHTE
BEN/-FIZHART, BFE o T OEFRIZED »7: (Ekman et al. 2000), % L THi#%
W3RE TESERTICE T o BT, ZOBRBOLDITD I ITFERIGTICEE %
AOTTEETHZ D% (Ekman et al. 2001), EEICBIT2EGEEE, £EICEL
ZFOREDIT, AENLEIHIMLIETFE LR o> Tz (Ekman ef al. 1999)

TiE, BT AT ADOBE, FPBEIAZLEFHFTOESL I ? L LEVT
EXTEPYDOFEETIETRIIED L) BHBEBTHLDESL ) ? HEEAOR LW
AFBIFOWELTFT LR, BIBLILDOTELEREY TIN5 2 5B%% &,
TN LEAFEE, FAEZETS & CRREREICET) LREOUKECEN LR TS
CETHRONG, LAL, DLBEOLZDIEY)OEEREEIELL, ZLVWEERFLEVS
VL THCOBIERARERE LY, HIVIIHCOEFRETOERTEELE LD,
BRITOWIELHS%EVEA ), Ekman & Rosander (1992) X, BAF2EOLI LD
A ML, TANVF-ERENE LB OBMREN BRI T L EGIZEEm BT L
2L CV5, DPHEZESY S BEE (BLOHEZEEE) 12, BEHicS ek
I THSH (Russel 2000), ZAUITHLIROEEMOKLEVBHEIRICDH 5 Z L 255R B
BLTWRLEER LN TS (Ekman ef al. 2004) o JLFIROFEFHIAER R DS FH5
BEBLEDT AT RGN BRETE R DIES ) 2

(4) Y7270y 2B 25 HEL

=770 (Ketupa blakistoni) 1%, AE70cm, EXET7-EX12180mic7z>3 5
ERAERKEO 7707 THY, 770 7VEOHTIEIELDTBLIAEEZERIIL TS,
TA—VNXROR Y TIRERFEZHRNLE 7 X)) —IOESICHHRTHAL V)L EF
YNGEAKETOEEHTHY, BETIIHTNY VB, 7+ LdbilEEICEBLT
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BEIIBIFAETOM

Wb KEEEROD A B BV TIHFMERE DBRBEZIT & V) 1950 S5 D 50 /I
BEHSUGO—IZEA Lz OfE S H Y (Surmach 1998), A BHIEH 100 ~ 130
OV EHEEI X TS (Surmach 1998) o

BEOENCBWTY, Y3770V 3ERGHEBROGKRICHEL Cn»b, HEliEED Y <
770y RERER LI B OPVAERL TV RIZT ER2VA, 20 CUIHEIRR
ARE ST EENEBICERL T 2 EPEREHE L VHO 2 R> TS (BE
A 1999) LA L, &L ICHEERBERERICB 2HMB L OWIOBEIC & 24 B8R
EALICRE, 1950 FERFIZICERE 2 S, 70 FRUCIEEL» S, 80 ERITEFFE L%
R LI EMBENTV D, 1971 FFICRARE QW E S N2 2 O AMEE I8 1
DADD ST, 1975 ~ 76 F L EE A TEM S Wz A BRE TIEE D 29 EE I HER
ENLIZBE ol (LEBERBERESR 1977), 1984 0 b NAIGEE & BAFRRE & 0
L ENC X BREEESE L TR Y, 2007 EHAE, 8 DN OEBH TAIEDKE D
ERINT WS, EEZPPHEHELERL TV LB OAEBHIZBVTD, 1986 4
LV SN TEBY, EME LB LI TARAPREREIN TS,

Y77 uidERE LB L TEERENEL, 2PV TRLITY) 2R+ 5, 2PV
FLOBOMNEIFHRL, BELAVREIHEFEERZ DL LIIENEEZEILNTVD, HF
TTREHAPIEEICBITLIREFILFHITIL2ELOT, 2PVORIZI0FLEE ZIZ
20 EM Bl o THETAIELHB725 9, 1 FITEE, 2AER2PS 3R AL
~ 2 HDYR% EA, # 35 BHEORIVEIE & T, BB T UERWFE THBICA S,
AL SR LI TH2 y BREL, ENbBROFAIE3I~4 7 A, SDRIEEZHET 5,
kA Mz BE, FOKEELHo—ARIC R ERBIENTRELIED, Brs 14
RMZHEITHITELRNIEMZ 20 HODELD, BOROEELHZMZ 53
EHAEMEBIZT B, 7272, AAO—EIZF0 T THAEMICLET), RIZEOHELIE
LV, BB EBEIBELFA LB CHLEL L2, BBE2RTLIL
D7y, BUIE2EHTTHEIEIIEIITAIEIB L RVD, BROTEISBEOFE TR
FEH) LT, G LARICETSETETHRICENEDONLZ L H D,

—5C, HAEBEHENLERE, BOTEELRYBET L) RSB EN L Z LT
SEOFETHS 2% > T &7 (Hayashi 1997) 2D L HIZ, biFh &2biEh o
MERE L2270, BETELEBEOEEZHEL TV 2 HEMET [ HSIUERL floater ]
NI, SEE RN R4 ICBW e E B R LD, DPWERRTAIEHTE
BH, THEDRYPEIRTH S, £ < O [floater] 132D L) ZEEIZIEIN VT
ThkEAZ, FOLEEIHBUHAERIIRES. KD LBIINFERYOBRTH LY, £2
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Bxtt B F

CHBEOWMLWTEIEBI ST, BEITFRERTTRIANS, HOBRSOBMTT
ERBILBEBR LA ETEAMENABREOHRCTHRITI LN TE D, BOHKE DN
TREBRT H L DB\ D, BB O Y LT TELFEB I 52,

COEHC, WMIEETAZ <7707l o GERER 255, O EDIIRED
HRNROE L —E—BOEZ BT L THY, 9 VEDIHITLTHY L ENDES
2ERDLZETHDH, HINDERBALERIZE 5 TH, EREBOBEEZITANRT
{MBRBEDOHE LTHEET B

ZLTC, Wi2@EAR720~7 707 3RENRETOBRZNZ, CoMmED HER
2RIZT Do FAELTIIINIE, BRICR 2EEIBEI N TV ARV, KRk E
b, BEVBEE W o T E IR,

(5) ERICEBAIBE/D

EZAD, —HBEGEMIZAACE ST, F0HbHEMRIZ [1RoTh V] ©
HHHLV, TITIE, EFHPIRTE LY PHFEAETHRE LTV E Y770y DFE
DFEPL, EREVFARIFHALTEE TS 2HTDRA A BT 5,

LN 1986 4RI T h, Mo 2FEMARTCTBI Lz, SEBDE, VoltAH
T BNz, FUED 1L AREMICRYLAOMEHITTTEDS L7z, 3R HERTO 1989
FEIFICHEEL, 20HB LTS CHITICET RE 20 1991 4 10 A, Lo
HELZ RELIWRRENIEVWEEZONDL, 2025 RO 12, 2497880
IZZDAAPHN, BMTLEDIIN ZFo TR LOWERK L7z, 2008 4, 1%
2B BN, BPOZITHAE 2 bIX) TEBMBEEOM % Fo T b,

W2IZ 1993 4, KBLOMICHDTFREAL, ZOBRIZEINT 244 BT TR
L7:1%, 1995 4F 3 ARICHAE#MD S 28k BB L, B 6mBENZIFHICESE L. F&E
BRI EWZZIIWRMYBOFABERLTBY, 2PET IOV h o7z, BD%kb
EY EWKIFBORDITD IEBHELTBY, ZREZNINHVIZI0 ~ 15kmDE S EHEE LT
W2o TD2ONPVIEBEVOFLELZMLOOTHTLI L RLKETERIL T
72

ZLTIA, ZOBEFERBATNFEL 12 ARKTI THEL. FXKEHBOS HE* H
FOELIXYICR-> TR L%, BUORETEZHN1996E2H 4HE CHEBEE UE
BCHRZESTHEI Lz, MBALE 2mUNOEEICWSE 2 MEDLH o 7205, B
TENIE o7 BEIN Doz LI 2A5HICHSERDLEDLIEVIZED, Z 04,
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BHEICBI L ET O

HEFNTHO TOBEIEICERAT 1 TADLC FHE o T PR LR B LRI HERNIZFEA
TLE o7,

21997 412, ML MOTEEZ BT S, 1POTANEELT 72, DL, K
IEHAERIZIZIRS b olz, B 1998 FEOEIEICKK TS &, 11 A 27 HICHAE#R DI
NFOTRTHDLOWPHERTET, ZT2ERYVORE L %o/ ZDH, BT H RS
ThAHIOWRIE, PBENRILTALIICHICH LTHEZT D, BELHETEDLE LN
5, A7) ES (beggingcall) % XA LTz, BIIHEEEL T 52 3% o72Ds,
WERBTLILb b o7z, ZOBRERITIA L HETHELXEHERTRL Z LT
X2, 116 H, BODOGHLIEN IR TWODHERETE 7225, 2 A5 HIZIZHUHA
AR Tz 287 HICEHE#A~NR D, ERUBERORE IRV ZO®%, HRH
CF RIS LI L2DIE 2001 4, 2006 4EB L 2007 ETH B,

(6) HTA L RED, BHEXNXN?

Y 7r7aviRE Y, HERNEZHA ARSI E2 BRI S 255, ZHIR
PRI, HEMZENT- 2 EEBEEBEROT LI ETH L, 7272, HELRE
BHIZEICEEOTVICHED LN TWE Z L BE L, BEROBRCHZENAD AD LHEIL
N EHENDT, [floater] & LTHBITEZEADD [22& ] eHRTHEFLEIIRS
b Lz, TLTEZOEIE, BVTHIHTAIZLEKBRICEETLILETH L,
COWAE, LEFoBRICRESICERAENH L, kD, YT /RTDL TN
DXL Y7V ELTHORZBY T HETHY, A [~v/3—]
LLTHZBIAETH S,

REGEEHE VA ELHEL LTHERZENL B0z S BIEBRL L, HAPHAT

G DR T, 2BV 77y L RBNEBRETHLT AV ATV IIXY
(Bubo virginianus) 1%, T NIZEOKICHAERTBENS { OF B2 floater & L TE DA
BIUBERBIT, FOROEFRITAL LD A YV F Y X (Lepus americanus)
DEBFEIIREEKFELTBY, VI FOMEGEESIHVEIZEZDIED IZESEL T
BB A TEOEFEH D72 ) KV (Rohner 1996) o

W22, BEFNF o EBMPHERICEINENR L, BBROBVWERIZL o T
EBTOIFNULEBE LRI 2VWIETTH L, £0L, BEMEZENTHLREES,
ik FICANSIIE, WEEE OB LBOUEND S, £ OEREBIIEEILE
FIZEDONTVAIRENEL, FIURALTEDIRYROPCOMTZE) O
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BRE F F

KREDZ E TRV —HT, ) e FICANS I ENFTE L2 EMITAEBICTE
RIGHTCH B EEMEATE V.

7272, HEEVPHERIZE EFDICEBOFLILETH L, EMELBL T %
MEFFS 5 BEOL (RPN TH D BAFICH L TAREVWKEBZ A 5%, <70
T OBE, BAEFIIBo CEIPLBEENME T2 L), —BRVZo7-RICHESLZ &
b, EOITHVRIIENEET LI LT OHEN TV, TALESFIIN L TRTEN
CVEDPTOEFREEZDL L, BICTHIH 7 ATRLT,

BOFLEBTEEING o7 [L{H-oTwAHH] TAHBZBITILiE, FoiE
FIZE o THEFICE o FIFBRICHAERNOESF BB AL OGRS, EFICLE
RIEHREER L TVED, NMENGHEHTABIT LV EEIIEL L TR VF— 2 EE
THIEPTELETTHL, Ld, ElRLZEBYVEDZDITY DEDE DO FELT
FEREIHICHARTHITNIEE VI B TTICR S FIZRIIH KT 5 (Stacey and Ligon
1991, L2rd, MAE#MIIZE &FoTwiE, ABOBIEE LB F0T T habid
DEMHBTELRELETNEND LRV, 7275, EFZBERICBLCIE, T2 HAE
W2 T o TWBHEICAMOREIFEE T AERIIMLENEZZONDLZ E0b, EE
HHRNOHRFEEIHE DV EZ I IR v TNTOHEDBEREEOZETHEOBEILH
TN h, FRL7Z2E =2z WY Ty Zav DL ) ICEEOBERIEIIET 0D
Lev, 7272, < OEEMAII LEA ERARERICHINTWAY Y727 0o 0
HRTIE, 95272 LTHAEF LIRS 2 bIE 0 2HET20REBETH A
Do

— AT, THREBOLELZVT T2 0DEBIZE s TARMBRIILZVDES S 2
[floater] DAFHERDPMEHICEGENIARERREICHSZ LIZERLEB)T
HHY, TOPbLYIEHBZEXES 2 LT, BnAEREERE TR 2 BANH
TBSEMEEL D Z V) FIE B FED (Ekman et al. 2004) o

Lo T, FRHBRATHMeBESTHAERICE & F 5103, BERTOBMLIBE04E
FRMEL, SHHFELZEBRBEOZE RO VOMTF & 7% 2 REEEIZE L W0
BACHEEBRR L BAIEPRBETHL I EXFTFHEN, Lad, BAEMIITE 24 B8
BICHY, RO TFOFELRIMBERET S, &) EHEFTRTH D DEFD L, BED
SR, ThHE AT AR, FICEERELZLEOHIIE o TOBEIIIL,
BLABIPBOTRENZ EPVETHS I,

ZHZd, V77O PREMBOBRCH L DIE, BHICE o TIFERAEBHNZ
LW Sl 5o EFEPMBERATLER L TV EERBIICB T, BEEE)
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BB BTOR

1986 EE L DTSN TRBY, FMx LB L THTRAPEEMRIGEIN TS, L7220 T,
B o THFIAERDTE 252 L CHOOEFBENET T AEHREIT &b TERWIR
MZHb. Lad, BEOIEEICBNTIE, EETHLAHIL > TOMIOA BRE
IREETH D, D720, NAREZERL TV AERROELIZIE, BBROZLW
EEVEMELBLTEL LTWIIAIIEEINCARERIIRIN TV RV, ZDL)
U S E IOy 7 a0 BRES L TOBES B TRERER
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(9) Yy~7 27207 0BRECBITAHASHEILED ZTH

YRI7 U PERRIIO) BEMICE EFAEME O LI, HOERETHILH
2o TIHHRETH b0 AT X o THIROGEHEE RV G- -RENLBEE LTS
YT avnHITONDLY, MEPEREMREDTHIENTELOR, Y VILHE %
DI ZfH L CHENLTIREET 5 L W) ERIZA) L 2ANFKEV, hilFBICAERTS S
YFavDBLALE, DTP4ATOEELRGERO &P TEEBT,

60



BIEIZBIT BB F O

FNCKH L CBETRDIZ) 2HERT 2~ 7700084, —AFOKETELLD
HOERBICT E R, Lad, Y770y 0EEMohT, ABEEE L2V KEL
ML, MoBWD S A~OWEZ <k EOEEPSTRLZBFINEZIZ L, KBE
IZHEZ DB LE L v, [HHGERE] B3R WEELRGESITLIRATHZ 0K
XAV EV) ABBIOREICT 7270 9RATLNTWS L) b0, #Eo
R EGAFASFAT 223 TR, BEICETNEREDOTFEY, AFICE 72
A S UREEFIET L L CTEIEDY, SOIAEFICLERRNZHESY,
ROV TEIPE bR Y ZHER LIS L TSRO MEIIRERMICE T %,
Thbb, ANBIZLAZREFIZLETO [REDOHEMTIHONEDEFEREFDHO OO
BN R R S5 B (RGO EROEFES X CBEREN EICHFST 5 ]
HEASIND - TV B DT,

720, [BOBIE] PEBEKEDE > PITIC o TnED D REkELVWREETH S,
ETHAL 1986 EE TN ORIE, BAEMANTZU-URES ) BIZXB L2032 L
TLE ol REBOMICHETORREIH 2L BbONEY, ThE <7707l o
TEHELEOWHTIIE R SR\ & 9 75,

B BB CEEKEAMEGREICS 2 2 BB RINT 5 2 L 3EICb 25 EK
BRAECBIENFEENLELR2OES TIE e o720, IE, BREGRICBWTREER
RIZIVIBILERRL e FOEEEFNET T L2 EMAEZEFPRESI L TVD
(Keller and Waller 2002) , ¥ 72, EEHACELANE D K USE L3 WilidIZ 8 L 72/ MEEE:
Tid, ZOBBEHEESERL2E LT —BERT LoRENSREIIEESS, RELL
EDFRATBE R BRI L CTEEEIZ X DO THRIITH 5 & Jamieson H (2006) 13E
HLTW5,

L72Ao T, SBEMICbzo T 7270y 2R LT 2012, AAREEIC
Lo THEMOEIHME R L T DIZb EHATH DA, TOELMIBIHELL T,
BN EENEETRAEREREZET L TV I EPRTRTH L, £ TN,
SR BOEEBRNTCHO L LIT) O EE LEHEICESL L BWRRICES ),
N BEENAUL, ABKEL T8I AR L LTI =7 7 0y OGAIZIA
T2ETTH 5,

B

AR LAY 7270y OEBIIREZTRICLTWEDIZZ L DEMOBPITTHD, Z ZITHEE

61



Bt A F

LELSBILBL LTS, WWF J BARESE (1990 ~ 1995 £), @EEFTF 21 e X by —
PRBLRF R & 2 ENATZEBI AL (1992 ~ 1994 4£5) @HH ARZHARIC & 2 %) RHEMZEBI R4 (1993 ~
1995 4R 1), i BF B AELEYIES (1993 £ ), BHY = VAHBREFEHRTE (2000 £5),
=y kA BRI 13 FERERMER IR (2001 ~ 2002 4ERE), ik 15 E AL RS RZ28 8% (2003
FE) o

BIAXE

62

Arnold, K. E. and 1. P F. Owens. 1998. Cooperative breeding in birds: A comparative test of the life history
hypothesis. Proc. R. Soc. Lond., B. 265: 739-745.

Brown, J. L. 1987. Helping and communal breeding in birds: Ecology and evolution. Princeton, New
Jersey. Princeton University Press.

Dickinson, J. and B. J. Hatchwell. 2004. “Fitness consequences of helping.” In Koenig, W. D. and J. L.
Dickinson (eds.). Ecology and Evolution of Cooperative Breeding in Birds. (pp. 43-66). Cambridge,
Cambridge University Press.

Du Plessis, M. A, Siegfried, W. R. and A. J. Armstrong. 1995. Ecological and life-history correlates of
cooperative breeding in South African birds. Oecologia, 102: 180-188.

Ekman, J. and B. Rosander, 1992. Survival enhancement through food sharing: a means for parental
control of natal dispersal. Theor. Pop. Biol., 42: 117-129.

Ekman, J. and H. Tegelstrom. 1994. Offspring retention in the Siberian jay (Perisoreus infaustus): the
prolonged brood care hypothesis. Behav. Ecol. 5: 245-253.

Ekman, J., A. Bylin, and H. Tegelstrém. 1999. Increased lifetime reproductive success for Siberian jay
(Perisoreus infaustus) males with delayed dispersal. Proc. R. Soc. Lond. B. 266: 911-915.

Ekman, J., A. Bylin, and H. Tegelstrom. 2000. Parental nepotism enhances survival of retained offspring
in the Siberian jay. Behav. Ecol. 11(4): 416-420.

Ekman, ], J. L. Dickinson, B.]. Hatchwell, and M. Griesser. 2004. “Delayed dispersal. " In Koenig, W.
D., and J. L. Dickinson (eds.). Ecology and Evolution of Cooperative Breeding in Birds. pp. 35-47.
Cambridge, Cambridge University Press.

Ekman, J., S. Eggers, M. Griesser, and H. Tegelstrom. 2001. Queuing for preferred territories: delayed
dispersal of Siberian jays. J. Anim. Ecol. 70: 317-324.

Emlen, S. T. and P. H. Wrege. 1988. The role of kinship in helping decisions among white-fronted bee-
eaters. Behav. Ecol. Sociobiol. 23: 305-316.

Hamilton, W. D. 1964. The genetical evolution of social behaviour. I, II. J. Theor Biol. 7: 1-52.

Hayashi, Y. 1997. Home range, habitat use and natal dispersal of Blakiston’s fish-owls. J. Rap. Res. 31 (3):
283-285.

Brft AF. 199 HEEIBILIYT7 20O HOEE - EIERERD> L OHE . 1L
FEEHF#R. 31 45-61.

CEBEHEERRS 1977, VYT T Uy r SR EERNREEREE

Jamieson, I. G., G. P. Wallis, and J. V. Briskie. 2006. Inbreeding and endangered species management: Is
New Zealand out of step with the rest of the world? Conserv. Biol. 20 (1): 38-47.



BHEIIBIT2ETOH

Keller, L. E, and D. M. Waller. 2002. Inbreeding effects in wild populations. TREE. 17 (5): 230-241.

Kokko, H., R. A. Johnstone, and T. H. Clutton-Brock. 2001. The evolution of cooperative breeding through
group augmentation. Proc. R. Soc. Lond. B. 268: 187-196.

Komdeur, J. 1992. Importance of habitat saturation and territory quality for evolution of cooperative
breeding in the Seychelles warbler. Nature. 358: 493-495.

Komdeur, J. 1996. Influence of helping and breeding experience on reproductive performance in the
Seychelles warbler: a translocation experiment. Behav. Ecol. 7: 326-333.

Komdeur, J. and P. Edelaar. 2001. Male Seychelles warblers use territory budding to maximize lifetime
fitness in a saturated environment. Behav. Ecol. 12: 706-715.

Komdeur, J., A. Huffstadt, W. Prast, G. Castle, R. Mileto and J. Wattel. 1995. Transfer experiments of
Seychelles warblers to new islands: changes in dispersal and helping behaviour. Anim. Behav., 49:
695-708.

Ligon, J. D. and D. B. Burt. 2004. Evolutionary origins. In Koenig. W. D. and J. L. Dickinson (eds.).
Ecology and Evolution of Cooperative Breeding in Birds. (pp. 5-34). Cambridge, Cambridge University
Press.

EE FZ. 2000. ¥ rFay 203_C, hdEEiEt

Pruett-Jones, S. G. and M. J. Lewis. 1990. Sex ratio and habitat limitation promote delayed dispersal in
superb fairy-wrens. Nature. 348: 541-542.

Pukinsky, Yu. B. (#% #k 370) 1985. Ex VBT AI <7700k BEOEE]. BEE
s, 38-42.

Rohner, C. 1996. The numerical response of great horned owls to the snowshoe hare cycle: consequences

it}

of non-territorial floaters’ on demography. J. Anim. Ecol. 65: 359-370.

Russel, E. M. 2000. Avian life histories: is extended parental care the southern secret? Emu. 100:
377-399.

Skutch, A. F. 1961. Helpers among birds. Condor. 63: 198-226.

Stacey, P. B. and J. D. Ligon. 1991. The benefits-of-philopatry hypothesis for the evolution of cooperative
breeding: variation in territory quality and group size effects. Am. Nat., 137 (6): 831-846.

Smith, D. G. and E. Hiestand. 1990. Alloparenting at an Eastern Screech-owl nest. Condor. 92: 246-247.

Surmach, S. G. 1998. Present Status of Blakiston’s Fish Owl (Ketupa blakistoni Seebohm) in Ussuriland
and some recommendations for protection of the species. £ 7# 70 -+ bv—F-7 7 ¥ FEIERK
RPEE.

Tickell, W. L. N. 1960. Chick feeding in the Wandering Albatross Diomedea exulans Linneus. Nature 185:
116-117.

Trivers, R. L. 1974. Parent-offspring conflict. Amer. Zool. 14: 249-264.

Weimerskirch, H. and P. Jouventin. 1987. Population dynamics of the wandering albatross, Diomedea

exulans, of the Crozet islands: causes and consequences of the population decline. Oikos 49: 315-322.

63



