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Herp TR A ARl 2 B A 5 AR S JE B il 430079
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BEE P SR, BRI AR E RSN ST o [RIR Bl R 347 15 £ R 0 £ P45 K 1) B
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PR MBITRZ —, S0 S RFE IR IR FE . A g TR WS &R
W BAT s S A AR O Tk e, RN AW R B SR RS S 5 2 ez, B
FEBBAN AN SRS, UGBTI, B, BT, A FRBONEE, FPm
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Cache Pilferage and Protection Behavioral Strategies

in Food-hoarding Animals

ZHANG Hong-Mao

Institute of Evolution and Ecology, School of Life Sciences, Central China Normal University, Wuhan 430079, China

Abstract: Food hoarding for future use is an important behavioral strategy adopted by animals to adapt to
periodic food scarcity. The evolution of food hoarding behavior critically depends upon the actual
consumption of hoarded foods, and enhancement of their fitness. Pilferage by inter- and intra-specific
competitors is one of the key reasons of cache-loss for hoarders. In the evolutionary arms race between
hoarders and pilferers, both of them should consider the trade-off between cache pilferage and protection.
Food hoarding mammals and birds often exhibit avoidance, prevention, and/or tolerance to reduce cache

pilferage by others (cache protection), whereas, they rely on olfactory cues, spatial memory and random
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searching to pilfer food from cache owners (cache pilferage). Food sharing through cache pilferage and
protection among sympatric animals that share similar diets is beneficial for coexistence, and has recently
attracted much attention in behavioral ecology. Previous studies show that food hoarders (e.g., mammals and
birds) usually adopt one or several strategies of hiding caches, changing cache sites, fighting, evicting, or
sharing caches to reduce cache pilferage (cache protection), and of olfactory cues, visual and spatial cues, or
random searching to pilfer foods from others (cache pilferage). Interactions of cache pilferage and protection
among sympatric animals are beneficial for their coexistence both at the population and community levels.
Contributions of cache pilferage and protection to coexistence in sympatric animals, asymmetric pilferage
between interspecific species and optimal model of cache pilferage and protection in food hoarding animals
are needed more attention in the future.

Key words: Food-hoarding; Cache pilferage; Cache protection; Reciprocal pilferage; Coevolution; Species

coexistence

Y (food hoarding) 248 ZNWIUEE
W, LLh— e 15 SOk Sk it &4k sl TR
REAT N, BFEMEYRHRS . B, s,
VSBR[ S (BN 1996a, KRS
1997). YR B ANERIEH T, 3 (i
MRN8 BT ) 3 IR o] S U B
TR B — P& AT 9, ShP)R) R i i
R Z T (WA FMREEREHE
Rt REE, REUSIEm AN ENTE S
(Vander Wall 19900, S5k 40075 A
5 (larder-hoarding ) F143 HUE 5K (scatter-
hoarding) PFIE. £ IR &4
TR A /D FAL i A X A 485D, BN
BHRZEY) G- B2EBE R 2K
e SEAR ZN A B IS 22 ML (i 43
R B A 4555, AL RS P EE
P Cn 182 RiAF) (Vander Wall 1990, #%
AR 2004) . V2 W B S TP e/ A 3 R
AT, WA 7 2 2 S5 I o A T 23
(B Z03H%E 2005, Zhang et al. 2014a).

TR 0T S AR AN BT B R E
B, R BV D bR S A AT kL
(1) ELEFE R 77 CE BRI 1996a, Vander Wall et
al. 2003). HAMERARIT, BEHEL, B,
HoAh Zh ) s 13 55 22 B J5L IR 350 ] R i ek £ 40
ok, Hrr, [FEMECR RS & AT L

AT Ak Ak ) 5 52 B AL ()2 R
(3% EMN| 1996a, Vander Wall et al. 2003, Dally
etal. 2006). FlanEFA{ER (Tamias amoenus)
TR A e 3 TR R 20 A (Pinus jeffreyi) F
T3 d NI AR ENIL 29.1% (Vander Wall
2000); AHHaB (Sciurotamias davidianus) 43
s A% Bk (Juglansregia) « #BEMK (Juglans
mandshurica) ¥ 90%27E3 ~ 5 d Wi E &
i A AR & 5% 25 (Zhang et al. 2017); [A]
Fh3a e B AAAERT, A B AE 3 ~5d N4 90%
DL o B R T (R 558 21 LI B
SEEEE I (Zhang et al. 2014b). [F]FREL
FEMME S &R BT NI ), R
etz 71, SHaEAt, esa e
YIS R SR 2 0f Ak Ho— . BRI
Ve <2 TR AR ENEY, B8
— AR T EYUR, e L
FIFH AR B g s, E44F
FEAT 5 S (Smulders 1998); H —.

T £ B A W5k AT R B I T R PR B s B
A&, BATECICRS, KB a s &
¥, FMELH G, BAERGNESE
(Grodzinski et al. 2010); H =, HEWREIFEA
SR B AR FE AR ORI, B R i a2
W g, WA IR EYA YRR
VIR SSARN AR A A, G, A B e
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NARERGEE (9K, HBEOEE), AR,
#£ B ( Niviventer confucianus) . Kk #k 4 R
(Apodemus peninsulae) % 1H 2 ANWi%% 7705,
&%) (Huangetal. 2011, Zhang et al. 2014a).

AL, FEEWRIER S RIZINIA S KT, &
YIESERAT SR 6 B ARG £ B3 7 7)o B
g =ik PN R RIDEERE /b e b = A RS N
BERfE, N&mad®, s e
B (reciprocal pilferage) ZERFI G &W) &M
AAXTF-#5 (Vander Wall et al. 2003).

EYGIRFLE . AT 8O A 5 SRAF T
15 O At AN R 4 £ W 78 9 3 IR ) 1Y) B AR
17, N AL R EE (Vander Wall et al.
2009, Dittel et al. 2017). %l WIfE i (T. sibiricus)
AMLBER FH AE IR SE 23 [ 238 T8,
X4 H I A AR s i |, e R
V)% G AN AL BRI BT H DR ), REE
ORISR F A AR IS8 &, 3k T LARH )
AR AL AT (5 2, PR S T
HRCHC Ay A4 I8 I O %03 (Y et al. 2016a, b,
Niu et al. 2019),

IR R, BT RS T —
ZRAVEEXT [F R0 El S R sh P #s £ AR OS B AT N
G, HEEMRECHNEFET), EEM
BRI E TSR (evolutionary arms race)
Hesh 5 &5 ) % BT AR 2L (Dally et al.
2006) . 75 £ 5 [ s B BAE R I e AT 9t il
X PN RS kG AR
PRAFREIE A B, P& AR ERH
1B 5 R AR R REE TN I & AT
JHE T BRI AT R R, X 55 S A
FLRIHE RS A EE FIEEN (Vander Wall et al.
2003, Dally et al. 2006, Grodzinski et al. 2010,
Dittel et al. 2017, Gu et al. 2017, Cao et al.
2018). fEE, HIT HARFA T X sh YRR
PRIE, W AR B X LA A AR K
Rt FREE. BRZHNBE-REERR, &
- IR s B AH HAE RS B & BE s, 5 -
S S BAH EAR R I AT g A e = ST

FRRANIRZR o R 78 3 B4 rh A A B A
FEKF, G T B 5% m) A s e 4k ]
TVISEAT A T8I0 0 S50 HE R R e b 5
M EE HFRshnt g B Az Gl
25 1] 1 PR A2 S 285 -5 LA s 42 00 5/ B4k 1]
B M s AR AT v i NOAEGE I
JE B VAR IS A 5 B R I B W AT D
R @ ARCEIREY) (FIantEYRh T PRER
T 6 D B A DL SR I B SR AT 9 i 9 55
(Vander Wall 1990, Vander Wall et al. 2003,
Dally et al. 2006, Xiao et al. 2006, Zhang et al.
2011a, b, 2014a, b, Dittel et al. 2017, Niu et al.
2019) ST TEIT A6 FH O A Bk 12 58 oL
A4t (GPS). L&A, LAMBAFPLEAR
SEAEIT B S IR = N BRSO BN A B BSE S
VTR YD, A0S MR BN A] (1) 7 £
REEWERE, HEgey) (FlanEysr) 2
WEMEAT ABREER, B FIRFAIREE
KPR T B AR R i B HAE
W%, THEAMEKRAEYINEE, Mk
MEVIHEES BEMRERTRRER, DA
AMAFIRPHEE ) AEAE AT R D e, DAk
B 5 I B8 BAE AN AR Fh o & S FE IR 5
(Jansen et al. 2012, Hirsch etal. 2012, E&E5
2018, Guetal.2017, ¥/ 1% 2019).

1 BRIHERITHN

W4T N (cache pilferage) Fi53h40K [FlFf

B AN AT ) B Pk B IR B R A
CHMAT N, 2L EYMRA g8k
HE 2 775 (Vander Wall et al. 2003) . 5]
Yy Canmi o sh WA 5 28D 2 g5 ds IR
(olfactory) . #3577 [A11C1Z C(observational
memory/episodic-like memory ) . B Hl ## F-
(random searching) 548 F-F1 14 B H At /MA )
&%) (Vander Wall 1990, 3% ERI 1996b, Dally
et al. 2006) .

1.1 IR

WELBE, o] Mk 14 BN ) s BB V) BT R
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BB AATE R A HL 2 H L B (Peromyscus
maniculatus). AR B SR (Dipodomys
merriami) %5 35 EE U4 T8 0 R (O
&I 1996b, Vander Wall 2000, Dally et al.
2006, KK 2007). ARG ST L
I FH IS0 242 2R AR = s B M) ) e D2 (Buitron
et al. 1985, Harriman et al. 1986). &%) & /K&
BRI ST OR/N B SR FE DL K
T S 5T S I RO U A 5 RS . TS
Wi Hi 145 s 400 P43 (Vander Wall 1990,
% ENI 1996b, Vander Well 1998, Dally et al.
2006, FKULEDE 2006). WEELT, BUE
KEE. EAR. B R EMES
. BV FEROR . SHES g R
% MUESRRR . B I O B R
FERRR, BRI f5 TR, A S ma ik
NP EIE A (Vander Wall 1990, 2010, kit
1% 2007, Yietal 2016a). 1A A RILE
H B SRS P H T 2 A kA
Ee AR AR (K5 2007) 3 fERER S A H
2% (Helianthus annuus) -3yt i (1) LE 45 e 8
FECIR FEE AN (B B X I o/, BESHE R/
R BRI Z D) BRI okt x5
2006) ; 18 5= WK 52 1 1k (Quercus mongolica)
I A TR ) B i, B U 73 HOE R
A5 T 55 HAR - WRBRAR AECER W5 6 IR S5 )
LI BOCE A& (Yietal 2016a) o X
SegE IR UL, RS S RS R B T
IR T . (HAME ST Re it dE &
5B H EA RN EEIEFEIE 1, R
BN AT S I o R s B 3 TR 2 ) 5 i
FERHBLR,  [RIFh B AS R A AL 50 5 1K A B A
RIS B T BV I A A B
ZEr, WREFEMAE B4 T B IV I A Refk
R 2 AN T Hs B # 1 22 RAIAR#S (Vander
Wall et al. 2006) . {H 7 Fhah#) R b 2 744 F
BB BRI ZER, HESLEMRITE AR
BHRA (asymmetric pilferage) (Wang et al.
2018) o iGN, BEFATE R RERI A MR S e

BEE R (Cyanocitta stelleri) TF7ji frIkERA (P,
lambertiana) i1, {H 7 RF 8 3 1S 50 A BRI A
WO 15 B FAAAE BRIV K Fh 7 (Thayer et al.
2005) 5 A BROE DLACH B BAR L KT 2.0 em #Y
4 (Armeniaca sibirica) 7, i KA R
RE R IS GER S IR A1, U BH ORPR A B3R FH I
o {5 A S AT I RE /58 (Zhang et al.
2011a) o FESERGHEAFEA, SRR EE R uE B RE AL
T RF, BB B2 12.8% 57 #1
T AT 50.0% B T HER IR, (H AR
0 B EDAS B 15 B BRUV s e S A R AT,
BIHAEXNFRIE KR (Zhang et al. 2014a) .
SAEUEE RS CnZr ) i Maxomys surifer)
HWEBETEEMERE (nE KR Rattus
flavipectus) A S EHE )1, XA F|FERE
KPR S B0 B BR R A an T o B S
RAZMFUSLAE, TR BRI B R E
[E] B AR XS FR s £ 08 R 5 A7 A R L (Wang
etal. 2018) . {HJE&, Fffa]dutZE 57 5 G he
MIRFR, MHXMNEE. RECT AR
IRAHEF
1.2 5= EiLZ

Lo 5 2 R BE A2 Sh A4 Bl 5 & P 1)
HEFE, RN HAMEENEYNELET
B (Vander Wall 1990) . —LemGiGsh4) 1 & 28
XT B A AN A R B TR A R 5 EL A 1
NGO RTRR VA A P = Rn I NI v e s AT ) 143§
Wy 5% (Shettleworth 1995, Vander Wall et
al. 2006, Dally et al. 2006) . %1 2F] F 45 |A]
1EAZ BB I L 515 % (Grodzinski et al.
2012) . #Flan7E MFY (Aphelocoma californica) .
JEHY (Corvus corax) « 1Sk #A%% (Gymnorhinus
cyanocephalus ) N & C Nucifraga
columbiana) . HPEEFET (A ultramarina)
S5 S S LA AN A 58 B A B A R
MALE, HFAEEEE SN EIXEaY
(Heinrich et al. 1998, Clayton et al. 2001, Dally
etal. 2006) . — L& 55 RIS A VI REIT 2 B
Y IS A AR R B A I 1)
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Bz AR A R LSS B
2281842 (spatial memory) F1# F-E1 4 (search
image) « B ARV S (deceptive cache)
DLIK B K B 3 AT ot TRl b OB 1 L34S B
AR SR B I EY) 4> EE (Vander
Wall et al. 2003, Dally et al. 2006) . Grodzinski
& (2012) YA ERHE &SRR 1S
1812 (episodic-like memory) #HEY), HJ
BEHEBANEE PN RRIES, B e
B AR BgASI1Z, BE G R IX Le(E
SEEY . Hlan, 78 AFEeAE S 2 i) fi 50
JERAME, IMEREE R EAL R, EREHR
SRR EEF R AL, W] DAFE R BN
[N E]EY) (Grodzinski et al. 2012) . kT
REEIA G sOCZE T FE IR0t
2, HRTHAER KK AP 7t >
(Byrne et al. 1988, Bednekoff et al. 1996) .
— LR 25 (40 Rattus norvegicus) B A 1% 51c 12
Ae/7, BeilEBE B WAl (when) | Hb g
(where) F1Z5] (what) , {HFHEFICIZE
BUOHARANA B W 7L S 518/ (Babb et al.
2005, 2006, Roberts 2006) . Daly &5 (1992)
RiE, TG, (Dipodomys merriami) AEF
7S A2 S B HARAMA R B . skt ATk
IR (2007) RIE S BRAE A 64 T BT H
O A SRR 1 2 e AR,
BRI B AEIZ RS, (HIX AT RE A2 B
FEJE /N IREE R, FEH IR [A)A K B 1 O
T S5 UK SEREATLAY Tt AT DR 15X Lefh 5,
ANCIZ B 3 T e AL S P S s (HAE
EARSRAE T 2 B A A T B R AR P
()Y %3 B J 3 /N T N O SR 5 1) 9 O 0
FE, ULRE A REEX 4 B S P A9k H
LGB AR, 45 LN AT BEBETT [ OB A
+, AR RAER O, LS AHEZ
PR (FEEE 2013) o Yi % (2016b) XHTER
IR FLas R R, B SR T e AL B
WAL, FFEMZRAEH DRI B O
&Y, BRAEE SR e LIRS 2 3R, It

Ab, e ROE S e A 2 [ EAZ R B, SR
U S [N 8t = R Sl Y IR TRL VY
(Lietal. 2018) , [FJH 8 AT DL i WL 4% [F) b A
PR B T RIS s, e ma S
hE/) (Niuetal. 2019) o XEEHFFT &
BRI, fe@EdmEs, HEEsidi,
PEE S AE I ERSR
1.3 W

[FE AN (S SAES RS Ak
BH. A, POERH. B RAEESI T EA
HIEE S, (HEEYE A A e R >
(Davies et al. 2012) o [AFhAMA B4R 209 0y 5§
fEAE BRI INE AT N CUnFh S W0 52 R R 477 i
B el BLANE B )R B 4% 02 f (Baack
etal. 2000) . MRS (Pantroglodytes). %
(Macaca mulatta) KILEYIR, Wbk
H )7 AR 4 R A A JL 2R (Meells et all.
2006, Santos et al. 2006). —SEHFFRI NI &
HAE o R P AT R R FIRE RN I
FRAETRIH MR, Brelsh s & nt 28
R HAE ST FFMEEER, PGS
MRS 1% BRI S i H R A T YD B, T
AN 2 P T e A 8 K e 2 P 1R 5 i 5
T, DLk B FH R 4R (Stulp
et al. 20090, SLIGHEFZA, 18R A0 HI H [FFh
AR AN B P A B B
FAEIERRCE, W E BT Lo
BEEFATHEIEY) (Niuetal 2019). 5
SRBNPR 7 B e R AR T A S B A N A &
VI R BIR D, (BRI RN B
50 15 B ) Ik 2 A ST R A — o HIAE
o WFseAs BAESh I 2E 3 o i 72 S AR
N i
14 FENESI

BEALAE Tt — SemG G B (UnZR 77 KA
ft Sciurus carolinensis. FFATERR ) A1 (I
I B A ok kB At 30 P 1 R £ )
(Kamil et al. 1985, McQuade et al. 1986, Vander
Wall 1991, #:ENI 1996b), {HiE, Zh¥F|H
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BEATLAS S 1 BCFL A AN R 58 £ 4 (RO P 9 2 48] 5
AZ W —HONJy, FFHBENLE T2
RORIEA R, I E R0 A K (Kamil et
al. 1985, McQuade et al. 1986, Devenport et al.
2000, Dally et al. 2006), 7E 9.0 m x 9.0 m SZ54;
FEAZ A, A BRI B LA T, REHR 312 31.0%
FH 3 R AR S H R T 38 2 i A kA
TGRS 2007) o —EREFFEIN, 9258
FAR TR 5 5 kBRI S AR R T
RERBIE Z Y, WIS RAEH T HIS
Seafi b, HEA BN SRS 1Y Gk
ERI 1996b) o HI TR E IR A AL B
o F AR B 5, BB AL B8 AR AT 4 2
DRLE, AL S0 VAT AR IR = S
RERANIFT o
2 ERIMHIRERTAHN

S EAT N — ARSI A R T B4,
Wee I 3 £ P4 [R5 B A R iR
BRI AT 9 S W& o X R ) 98 ST R T A cache
protection . pilferage avoidance . pilferage
prevention. anti-pilferage 2. Dally 5 (2006)
TEH LR SCH ¥ cache protection 5 pilferage
XL, ek R SRz . S RS &
1T RNRIEIR 2, KEUATAY 9kt G 15 1 (pilferage
avoidance). FHIE# & (pilferage prevention)
N7 215 B (pilferage tolerance )3 FP257 (Vander
Wall et al. 2003, Dally et al. 2006), &%2KA1H)4
T EMAT RS, EAEF. ZhE R 2
RS EHRNG, JFRBAMRA RS, AA
—ER M (FENW] 1996a, Dally et al.
2006, Wang et al. 2018).
21 BHRER

G s B AR BV I RAE AN
5y RIVEGRAT R T, B i T s
& BUTERE 78 B 38 I IR K DU £ ) S I Ak 2
DARELIT . PR ) m s 55 B E 15 2 B0 L WRLE
B ARG S, BRIRIE B & w2
(Grodzinski et al. 2010) . ZH¥) 7] GE R I Z F H

AFHEFIAT I Aeng, DLk ik (Dally et
al. 2006). 1) EFEFEH I aHh s B EY)
T SRAE AN 20 1 5 B3 R TT o s At
KRR AL, 2 E KR, HEEA . A
PR R] 55 4 55 22 Pl DR 2R R, E R 1Y) I e
R JEHE ] DA 58 B ) 45 25 % (Sun et al.
2013, Steele et al. 2015). Fa Itk K H ARSI
AR IR T AR 2 s Jeide 4%, otz
itz AR, BRAER. KEHKR
(Myoprocta acouchy) 5K A8 47) 7 35 71 HE
IR 7 IS WK TR T S B i 7 (Dally
etal. 2004, 2005a); TEFFZCATR, AR
T AR ST 7 AR B AR AL, I T3 ~5d
P R8BI 5L CEICELAR P E 1) X 3E0E7 58K (Lu et al.
2007, Zhangetal.2014b); 7EHRAIEH, &
T SRR AZ B Fh AR € 7 [z, R I
TEMRR  EN T 7 B8R 2 B ERG R,
/R A B T L (Zhang et al. 2014b);
TERFARRAE TR, L P @ E A A R KAk
0 B 58 3 B B 2% A e R VB A 77 D L
1, [R5 8 A B A A
W B B PR T A s T kD 2k (Zhang
etal. 2013, Sunetal. 2013). 2) Bin&¥ikia
PEES, PBREYICIREE. 2 sk
18 B3 B S YD IR A 7 I, ek A A PR R —
SEMIEEE, 1 H SN EFRM S, TR
BT, TR e AT BE RO, T A
ZIPES R /N (Jansen et al. 2001, Zhang et al.
2008, 2017). 3) Wyl &Pyt s . ik
b e BB I B Y) (Dally et al. 2006).
W, MR A DR RS 2% A 22T B B R Al
R, PR RIEREE T ORE RIMAMETT B A8
P E =, KRR SEWR SR
S¥ R R, SR A, B
IE Y SR #d e SToReN i N<iapa b P D
WEFF AR w9 5 B XU X (Steele et al. 2015);
YT E AR, IETY (Stta europaea) iE
T, SRR B RNz 4
(Carrascal et al. 1993); 4[E| A/ MELELERS,
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FEER . RMREE BR2IENE & (Zhang et al.
2011a). {HJE, WZHEls & d LARs 1k a4k
AR S —Fhgh e B, A KA REIR &)
WX — g, FEOAZShREEAIR, EEAK
P BE B i % AR DL I8 K ) e ok )
OUH AR N BRI SE) (Dally et al.
2006). 4) WEANEE, DAKME IR R A B
WEMKA. BEEMAAER, T (Garrulus
glandarius). F/ER (P. leucopus). #HA B~
FEBR S ROMRUE SR S5 250 S e £ AT D9 S
TR AR A 8 S EARAE, BRI A
KNZIRGERR, AR R KR
Ho2x AN WG hoxt 8 P i s LA RME B s B ok
(Huang et al. 2011, Zhang et al. 2011a, Luo et
al. 2014). 5) I s RIEhHInT Reik
WAL, R Y EETIC R, A R s A
ARG B BRI, NI kD I )
IR k. BIInPE NS M. BERATE R
S Z s I B (Emery et al. 2001,
HIAARLE 2004, Dally et al. 2005a, b); fESZ
BN, FEFAMAFER, SRS dNE
KWk AL A 5 S B ARSI 2 ~ 4 K,
FIZ WK [0) SEAR P AE 1 X2 #2 (Zhang
et al. 2014b); 7E B SRR TBCAT LAY ol Bk
(Amygdalus davidiana) F¥, 15~30d <
W WIS 3 ~ 51K, RE AL T
X (Zhang etal. 2016). 6) #4855 =0: Rl
Ky U B YR By E AL . (AN 4R
O DUE TR R B, BRI &
Yo BOE 58 T2 ML, DA S— I R 2 4%
Fo B, HEELER FFE S EAFAERS, KA
O B 2> 190y B g, R 2D B R g
(Zhang et al. 2011a); 43fpse g (FEED
AR, DRI B0 2K 7 B3 ) L 25 Ao
BN B EE R (Luo et al. 2014). 7) il
18 R B AR B S s RIAE S — A7 m il
5 R EEME, HABNED. Flin, %
SEFEATAENS s ZRTT AN BRI B P o 1
XS, WAzt MAEY ((ASIME). &

ot w5 RS EE, (H A
BB (Steele et al. 2008); 24 [FFh 554 1
FERS, ERA R BB A i R {8 A
4709 BISERdzam . fs s s /e, HA
WA (5RutR 2007).
22 [HIE®EE

FHIE S B EYs s s KIE,
s I T IKGEE . FT SRS ARG L
TR X S S A S B, R R
YIRIAT MRS (Dally et al. 20060, HATEZ
Erhie e, UBAT RBGERZNY) (e 8
SLili48 Poecile montanus) [ 1E 7 £ BI4T A#E
550 (Vander Wall et al. 2003, Dally et al.
2005b) o {H—LE U Y Cn il
Periparus ater. ZR7J7 KFAR . 5 Pica pica)
SRB M EYIERE K, WKEELEY
TR 5 ) 55435 (Clarkson et al. 1986, Brotons
2000, Spritzer et al. 2003) . Ffi[E] ¥ £ 7E [F) 45,
S AR B AR A AL R B 1A 4
WL, BIAnKIEZE R (Chaetodipus spp.) &%
B BRI, A B2 1 B MR R
SRR, (EREFCYEYHSR TS
B AR RE. WRATASFAESMM AL,
IRADIEEANZ A EE MR BRI E S BT 8
(Leaver et al. 2001, Zhang et al. 2011a, &)
&% 2019) o Penner %5 (2011) i, M
BUNBHT SR T ERM/NE R (T. minimus) PR £
B TTAE R, (T. striatus) JE75R & Nt 23 {47
MBS H O, AMRECK I ZR 746 5
SXUREEHT SR U BN /NE BR o SCBR R Y B
B IEERE R, (Peromyscus maniculatus) B
BRI EWRIAT N, SWEHBERER . KE
£, (T. quadrimaculatus) . HIFHE 8 415
# iR (Callospermophilus lateralis) 5 [F]3k 7347
SRS YA s, (H A B0 & BB
FER . KEAE RFINAIAE JE .4 15 5 R R AH B
IGEE IS A B & (Dittel et al. 2017) .
23 BRBER

BRBEERIBIE—ERE B
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S B S, B TE A AELE, AT
“BYET, ZNTHERAR (il
BIAESARLL ) SR A B AN B
(IR E R, FA R S wulgaris, H i, Apodemus
spp-55) B &%) (Vander Wall et al. 2003,
Dally et al. 2006) o BNt KM R 25
R BEAMAR S S L A A, AT RAE 2R
B Al AR S B — 5 & ) &%) (Zhang et al.
2011b, 2014a) . TEEIRF, ZHICEE )
HAREEZ T H S HFEE, B e LA ZE 5
TR T ANGE S HAEAF (Vander Wall 1990) .
BT N LA E S BB (reciprocal
pilferage hypothesis, 1 H B K BB
FIEFRUL (kin selection hypothesis) SRfi#
F& (Vander Wall et al. 2003, Dally et al. 2006)
AHE B B ABRUIAN, X TSR A i Bl
AT H U A S I ' sh Y, & AMARRER
wed, WEEE, Wll—ERE EAEZER
PR £, JFdad S IBOHAR AN ) B R AN
SR B AS,  DATTIZEHRR I B R R A R
P (Vander Wall et al. 2003) . ZFiRiALE
LR T MRS ERIEEENELT, it
ARIE 5B S B, SRV SO B
BN E A E BRI Rt 22 el B4,
BRI FREEAME 2 I 2k, MRS AH
HEERFEY S ERHENFEE (Vander Wall
etal. 2003) . HE2 BB LR REEAMEE R
ik, IS MR RG], JUH = B Ah sk
ISUEHE (Vander Wall et al. 2009, Zhang et al.
2014a, Dittel etal. 2017) . Dittel 5§ (2017)
IR 25 A R A S8 b X 2 B & ) S RA AR
B KHEAER . InAI4E e W75 3 R AT DL it
M H B BB R ENE BN EERR,
RPN AR E . A B B2 3
DR FEE BBE . o, Tl ML 2 A
BN ERAS AT BE LA 58 4 AH 8] ) 77 2 e A
BEEY), WERRIENRERRXR, MHEE
TR IEMEZ PR PR B XA (Dally et
al. 2006, Vander Wall et al. 2009, Zhang et al.

2011a) o H =, R E SN &4 e i IO
AR BV RGeS, oY El%E
EFEER, WashYIo B S RO
Y, JEWEIER =0, R E AR &
YL S AR AR B A TG, [l 5
15 (Clarkson et al. 1986, Dally et al. 2006, Gu et
al. 2017) . H=, FREHILA & A E K
I3 (Andersson et al. 1978), {H/%, Vander Wall
£ (2003) MG F B AN S AERER T
S AT AL, RO PR RS E Xt
7 (evolutionary stable strategy) FHig, WIHHK
O 5 L R85, 0w K I, e,
S5 R U A AE I B S 2 AN R T e
R A S VAN AR AR AR s I6A, BT AN
), SgFEMl, RimE A RS
MERIRRE R (nEAE. Y EmE
%), WIMAEM IS En b T5%, 4a
VIGHIRTE Z I, IR & 2= DR B A R 1 e o
(NS
RGERBUIAN, FKEAEF R
2 B BGRGERR, BARGN RGBT
B g3 4G 5 FE (indirect fitness) o
— BT SRR 7T 4 R SRR IR R R,
A KI5 R 1/ (Vander Wall
etal. 2003) o SEERFEAZH, KARMEE . H R
73 ) 5 H 4l A BRI A 73 S ek ) e ) AL =
HLOX, IR EAT R IR G 3R Gk AR Ul i T,
EARTEEIR AT (Zhang et al. 2011b)

3 HESRE

FHEANIMAT AR ASTIRE. SR 2
&R PERE ST X S B S R AT
BEAT T T2 AT, RIS T E B T
Ko B, XU R 1 U E A —
ARV
3.1 BEAKTPHRER. RETEESYMILE

BARTHRS RGP EEPE
AMERURHEE KT, 329 R B sh X R A
AR AN S RS, QTR A R S I
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AWM B D (Leaver et al. 2001,
Thayer et al. 2005, Leaver et al. 2007, Vander
Wall et al. 2009, Tong et al. 2012, Luo et al.
2014, Dittel etal. 2017, Guetal. 2017). [
AT Y (AW B (R H Sy =SR]
R EBHE, B S e ETTA
TS LERE & KF A A 2R M, i
T 5 B N s s B LA S T B R T A5 LA A A 1]
TR TRIRNAIE T o W2 0] @ 4R D P AR T
figp Ao ) fs BRI B AT R R R SO, TR EE T
IS AR .58 ZR AN FEAEA L S5 . SRl — Tl
WAL, [0 An BA AN [R]85 =
CEE 0 A O 58D R, BEITA
5 AR B AR, 5 H O e g
JERIEAHDR, B HUE & S HA SR
BRES), TERFIEETH o BOE 5 R 288 T fE %
BRI L B R R, W RESE [RI4 70 A1 B 2K
V) 4y BCFN A7 1 B EHLH] (Wang et al.
2018),
3.2 MEEEEKFRIENRERRER

HH B 325 £ TR R A S BN s R M
HATIE R e pox SEvE, BRI DU 7
AT ZEHCE D) (Vander Wall et al. 2003 ),
SR, MRS A R a7 A
B ERENZFRAEEROR, W TR IR
TRAR, Mgk A — el G e
2132 %Mz (Vander Wall et al. 2009, Penner
et al. 2011). FanHIZEE, (Chaetodipus spp.)
REME 15 B SEAK Pl BRI B4, H S A P B 0
AREE BHTER I EY) (Leaver et al. 2001);
Eha A FERILE AR (Tamiasciurus
hudsonicus) , #HEAT %R, R E X,
EiSe S e A P [T Sz W E RS
RSB, AT LS, AIHEHE MG R
FH, ZHIMAENFRE R FR (Goheen et al.
2003) o AEXSFREE R AT, 39— T
RS R, BEM a2 m e AT oy R B 5
PHEAFRNIRYS o 1% ia) @ 0t 9T Re gt — 28 58
HMRBHELE IR, TS ae I AR

EWEI I FEAEALE] (Wang et al. 2018, FEH
2018, & 2019).
33 ERIVNREER. RIERITAESR
HAl, XTaie. REEIT AN
EZ N RN NN AT IR ST L o2 S Sl TRl
25 INEL, ALY CInmg 5 shd)) A e 2 A
FMREAE B KT Lg&H H & FivE &
TERR S & RS, XK AEA
[) S AT A A () ) B A5 20 A B AU D
U AR A B8 T R IR NI 5T o BRI — TUAIT 58 I
SR AE YA I, B R S E
EORSE . R MR U ER A OC, PR
DRSS 58 P55 A 4 B R i P B, U B XL
I 5 B2 52 0] BR SR (R AT Dy, 2R s Fh -4
ORI EHT,  1X ] e R R 8AT A Fh
AER E R FR L /1 (Cao et al. 2018). RIE
HoOdE i & HR L (optimal foraging theory),
B4 b B3 R B e R IS A P 28 5 2 S
DL ANMARIE A (individual fitness) f KL
(Davies et al. 2012). ZMIMEE. RIEEHR
WS ) A 08 M B i S R FR R B, ] R 2
I s IR s B . OB B oeng, i
AT BT, (EARRNRDS .
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