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H1E LFLHE
* kB

HERRT, SHHEYHEFTNZLRK, M—HERFHEHR, FES
REMBE=KBUAH T, BR, XFA/RKIXHE R (Darwinian demon) 7 B L i F
o B N A] BEFE 7E 19 (Partridge & Harvey 1988), B i 4% {a] 48 4 76 4F — B 200 ] ) F &)
RERERARY WRHPAEERELBATEZHER, BAECELEK. FE
FHEHRRBARSHMBL, BMEYRRBEEAK ., FEMEHOSHA
BBASP IR BEFE, DB KR H 3B H %% B3 (reproductive suc-
cess) o

BT V8 AN SR 6 A ) M AR B FE T BT AT RE 2 BT i 45 1 B Bt (Willson 1983) . 4
BEEHER—BEREARFERNFERSATE, BAMANRIE—- S5 XM RF
EHXMERERADM V8. EKBERE)RE-LEAHER(BINET
ARFERFEERNEBTESHOBRE, UEHG. 78S )L YEEFE LSO
B9 . BL7E 1930 4F, Fisher BB MM BAFF R W FERNLEFTRZEHEYER
F—34, T T EAIRE R MR B, 20 42 EEM, Lack(1947) X F 5 K%
SR . Medawar(1946, 1952) 5% F 3 £ K& Cole(1954) 3% T B ¥k /% W % 5 # 1k 0 BF
R, REBEAREF LRSS, 75 1920 ~ 1950 X —BH#1, £ A% REZF
WIrEEAFMRTERRSIYFHE, AN ARERNEERAEEENER
MBEAHT*¥ERCERZETERNINFER, MEANLERHR, XE4EFEES
BERREMHNERERRYFHZRABMABRKNER, £ 15 L FHL SR E B
X6 A TR I R B 4 R BL ) B 3LE & L (Roff 1992, Stearns 1992, 2000, Roff
2002) o

BAT, 438 20 ¥ B R B sh YR B4 i1 ¥ (demography ) #1454 i ki6
HEEMERK. By FEETREREH FRASNTFRAEREEIVESHER
(40 Lack .Medawar #l Cole) , {H 11 ] B8 77 75 75 5 18 b 9 101 B« |y 460 00 A #0244
EREEEEREAK(REERESE, HY M AR ER MBI BEEEDE
WK, BEGEHT AR FHBIREES . %8 Harper(1967) HI W5, B ZH Y60
REFETERFHATHEYRBEYENEE, XM RE— H#%% D Harper
(9T HCEYMHBEYE)EZRRZEAFHRERRE, HAKBETEAE
KIS BICE ., H 1% F (Solbrig et al. 1979, Solbrig 1980, Silvertown 1982,
Willson 1983, Dirzo & Sarukhan 1984, Jackson et al. 1985, Lovett Doust & Lovett Doust
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1988, Wyatt 1992, Bazzaz & Grace 1997, Silvertown et al. 1997, Vuorisalo & Mu-
tikainen 1999, Silvertown & Charlesworth 2001) .

BAREFE L HARBIRBEER, FXCBMALLERYE MRS, R
BRERFIEENAREAS . BREAEARNIRTENEYER EHTLE
MERR, MEFENALESER ., FRBBAN— LRSS, FHI XS
FE2HE. ERANRETH, ZETUSH—BIEFEH%E, W0 Roff(1992,
2002) , Steamns(1992) . Silvertown % (1997) & Vuorisalo #1 Mutikainen(1999)% ; | &
FRE¥MMHE T EMBEL HFE KN B HENA Charesworth (1994) . Bulmer
(1994) 1 Caswell(2000); TR FAEFEEHRBHH#RNSEREBEBRANRES A
B LAZ W Stearns(2000) F1 Roff(2002) ,

1.1 RESMBEHFRE:

AESRHCHAREBEARAL TR, - RENBRAPRE, BEERE
A SEPEAR b AR R IR ) SR 63 A 0 SRR B SE R B S o X O B — AR R E A
FA Y A B R AL A% Y (optimality model ) 5 77 J& B 5% #9 (Maynard Smith 1978), &
EHBEFEEXHE— DB CGEABE)  BR 19 E 15 0 500X %15 b7
KB B K (Parker & Maynard Smith 1990, Lessells 1991, Roff 1992, Stearns 1992,
Charlesworth 1994, Daan & Tinbergen 1997, Roff 2002), ##& BRILERM T EH W
7 B AY R A 7= A2 58 L 9 64 ) B (Maynard Smith 1978) , B R ALHERI B — R
RUMRGEE, BHNEAE TRREEZHNTHLSH FRETRAGETN EELTIM
B, SRR SLERMAFHNR, RIMREEEBFE TmeE(EHY
RATRBRET REEEN., ENHANAFIE RO EE ) AR FRKIX
MBS XR— BRI AP ¥ % S RE, % 7 LS K Maynard Smith
(1978) 1 Parker 55 Maynard Smith (1990) 4 Bj — F 26 5 BT Ak OB 32, HAb R %
B KB XHRIRERHIFARBIET, BB 8 7 238 A 10 4 fr
71, FERIT & 6 4 Yy o7 ok (6] A b % % 483 R AT B4R 4B B (Kozlowski 1999)

TS MR EE R HE M T ERRIEL T, TRERaREENH,
(BN B A58 4R 28 3% 4 1] B2 W B B 19 36 FR 99 38 10 25 4 (Lande 1982) ., it A& 2% 55
¥ BB U BB 4% AL 1 AR B Bk B P B B B R K, X TR
HBRERMBRELEMIN, BRRUPREZLZM T FIH R0
B, 1B E AR GE TE 4 o B R AL I R MR BB B M, BB T AT M8 B R R B0 IR R 2 1
BHARARKEESE, MXHRBRESRZH WS (Maynard Smith 1982,
Charnov 1989, Parker & Maynard Smith 1990) . WX & X L%, ERABELTR
ARME, MEMEHEN., BEXHRETELERH" 24, B7es/d
BIRE ELHARMBMAELER, MRHFREMAKTH . P50 5 E 5
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WTH AR RBUEYIHAREZGTRBREN,

TEHRNEFENERUERAARE, ZTEEEH BB RBLF
MREHSRYBMAERWIKR, E£HF T LLS*E Charlesworth (1994 ) fil Roff
(2002) &%,

1.1.1 REEE . A£FEHR

FA BB IR AL — 50 B4 Y R G924 1R R, 33 6 18R T 3
RAZKRANRRER. AR RRAERFRAOREE SR, PEBEER
B A R 4 8 0 A2 B 7 0 34 R A9 (Partridge & Harvey 1988, Lessells 1991) . 48
K EHEFER . R (—EPERORB)SHERM XERFRERET
BMFEROBRERS, AU FAEERHRBEN, MMEEERELTE
HAHLHEEWE SR MAER, I MEEKER, FRAN, EEREAFE
TR | R B A R KN B R FE R IR 25 1] R P B, AR R
NEFEERKFR . BN, ARERHETRNFEERSHMAEZT R
ERA-TERNEH - AFEREFERNEMARRBEYNESE, X
RS SR, MAEKR, FRKN., §F 8RS, WEa RS EMEA4NERL
RERE,

1.1.2 R AER KR r KL EAER

AREFEMED M ENBERSERBRK, FrLLESBET U ARENEE G
AR b i B AR R 3o {EIE & BE 3% 10 ] S 45 B 7 EEIENHIIEEEY, —
-2 R R AT RE 78 R B P AR AR BUS R b 08 St (48 R BB A AR S A i 1), SRS Bk
KET, MA—EERATREMREMEFRE IR BRBBEEEFT KN
M, XFANEEBEREFNN? MM AERABRE RO REES
(Stearns 1992) . SCHR S A1 {6 4] F 38 A 3 B 4L 38, HESHMETTHRRERES
R RIZEIRA T RS R AR RS R R A R K AR,

TAFESHMER D, B%AORAESE T HET NS ERE(R, net re-
productive rate, XA BB T R AG EHE) M ARMKR( -, HEREE
FMENDRENHSE; MR R B, MM E 2k
Ro AMrBRFERH A=), YFMBASREBERBIE, AMT—RE r(R#& 1)
YERER B (R 1-1); WM FARRRE T OME, RIAKEUESERA R
(X 1-2) (Partridge & Harvey 1988, Roff 1992, Stearns 1992, Kozlowski 1993,
Charlesworth 1994, Kozlowski 1999, Roff 2002) . A% FTEHA BN N AR T ELE
BB A MR ALK, WK A 4 27T LBk, HATHE r IR

« 3 .



B XK BB AT,

XEFESNARR, A TAMNAEEABEE N EFERATHREANE
BEH, REFBAXFRIERE ] 7R MU S W (Steams 1992), Frld
EANE— N EEERE S R ER ATSHE TR —MEER, XERT
TS AT R AE AT BB R MM, BHRRS —RERE 55— AR R R A
BHERT. AEMEX LR, EEEXHCA—FHMKBESTR T &N E L&
ST R SE T R (Stearns 1992) , B — N EABEREHBECHCHEFER, &
ETERS THHEE T 638418 45 8 5L B9 & BR E % #F (Kozlowski 1993,
1999). B FHYNERSHFEEESXNEREERR, FUEYHRATE22%
ST R/NGE R, TR R B PG 4F 58 45 4 (Caswell 2000) , B2, K /N HJ (size-struc-
tured) bL4F 88 45 4 (age-structared ) TEME DL AT H0E 047, AP DAAE o 3% 4R 18 B k4L 1)
B —MENR, FEREREREWNOFHE. XFANEHHBDHSHBT
ERETLUBH Caswell (20000 %%, ETRBAKBHEYAEE S H LI ER
HERERITIE 1.6 % 3 BhHTITE,

%8 i — A 2 B B4 R A9 8 A (monomorphic) R BE . IR & MMER ISR
ATRBANEEL, BAZT BN EZE, MEERETF-IEENER
GHFRALBECEK . Rk, £4 p(x)K x BMAFEBB T —ERBEE,
m(x) R x BABREFTHRERRE T FRER WY, BRTH), X0
BB R R (r) RIS G0 Euler-Lotka J7 R

1= ie‘”‘l(x)m(x) (1-1)

K, 1(x) = p(0) p(1)  p(x-1), HIEMHAED x BOFEEE; 10)= 1.
AE— T SO PR o, LT BB ) 3 D TR 251 359 o 0 e
#, BB, TR 0 SRR TN B 3R A B (R 52 R
HESE)o BB r>0 WIEBAMBMK AT EKARBRT L, FI, r THY
B A BEHARALR T LU T BIAEE (Kozlowski 1993) : (DR RS B 2% B T4,
A TR A EE WSRO E RSN QUBAMN r BT 0 WAHE,
S B RE /NS R

B—AAMNEERANESEHIFRSEHER), THE X NG I —
B S AR 8, B

R = D) I(x)m(x) (1-2)

WEARRGEA RERBGEEF, BAETURY ERFEREA B2, B

« 4



R=1x)mx)+ 3 1(x)m(x) (1-3)
X o TAREMER, MBE « BZASNEEERM p() m(x)HHSE, B
ZHWHRANBEEYREBENN, BRIMIATEE « BB HAETE LS HE A (Ko-
zlowski 1993). HA r fERE S ERIFH HBRAXMEN %M, Bh r g A 6t
PEFELSHMRPEBXEL ERERRE,

L RAERE G BEIRARERFE AN EEE L FAL T BEA 1t A8 /08 3h
S¥EZH, ILFLETFTRRINCEBETEE AT HILH AR EE/ER (Ko-
zlowski 1993, 1999), Xt T ZHEHYMB KSR, EEEBNHHRATEATEEE
RANREERFFMOBEN KRBT, MERBRPBRERE TR
m, WoBRBHENER, SYNHANERHEL, KNERBRE. T HF, X
&R L BUE R AT T — . —E R BN | TRTRRHEY TS R#HE
BSAR MEMBEKER r, BALT xESHBBBERIALEN K, B
WxEREEN—NEREAHEYTFRELEN ¢ "1 ZRBIXFFEHRYHK”
(REHBREE”, WAFBBERLE TR, RATTUE LN H R —
4 A= B B S B {8 (reproductive value at birth), BJ

V(0) = D] e " I(x)m(x) (1-4)
EF TR BANZE, —4FFRERA N, 378 R4 2 3E NG
REE , Taylor % (1974)iEH], REMBEBHSRE N RERELIB(RELEH
ERFEERBOFMHBANER), HAENKERERRE— M Y4803 4 BT,
BERIERD, ERELSH. RAREEREWHMBED, VO MRE, RiE
Euler-Lotka 78, HEESTF 1. RUFR—IMFE - HENMEMEREE ARk
BRAMIABRE—NHE . IR L E X 5 (ESS) 868 7T LA 7 0 4R e X 4
M
P8 ESS RIE LB L MEAN XK (RER) A RN, 15073 b 45
AR B REFENEATI R BRA AN MR, BaXA3 % EER)RBHK
#4638 5E 89 (Maynard Smith 1982), ESS B & WS E RB M4 & X F itk
e, TR R _EFORBTIR A B AE (T K B %5 2000) : AP BESE & i ESS X
BAARKNR, ENESERTRUEREMEENETSE. BESKNRILILE
BRI B TE B E W R ESS &4, BR2%, BSS HI%K 2 £ B4 1 (Parker
& Maynard Smith 1990, Kawecki 1993, Mylius & Diekmann 1995, Brommer 2000) . [
M, ESS W] LIB B2 — 8B MR R H,
¥ b, ESS ML T LUE 4% # 5 X 30 F (Maynard Smith 1982, % kB %
.5 .



2000), & W(J,ERE I X REARKFEA J X KE 89 MBE (pay-off) o & -
fI¥e 1 &—> ESS, MR FEAK J= 1 HHEET IR E

®HEY w(J, D=w(, DE, WX TEEDK ¢ BF

W(J, Pq,],]) < W(I,Pq,j,]) (1'6)

AP, W, P, DRRE T SWFI R g, I HEAR( - q)WFBEE JXWHEN
Big. FHEXQ-6)RBEL, X 1 RFHHM (Nash) FH0, BN w(J,1) = W(I,1),
—B JERHALSAEATEZRNO AN IGESE(RB)UINT INEEE. X
AFAFRIUET 1305 E PR 2B 1 22 %4 9T /2
RIMOKEMRBHEELER, MRRER. KBS, FRAD, ¥ #HER
%, MEEZMXEK, B LRM ESS ZUTURBBIMA FBOER (K KB
% 2000) 0 MBRFELMK v RBUBEN, XEMT ur v WRENEBLAE

W(u, v') < W(v", v*) (1-7)
BB, Wlu, v )R u WERBNEEu= v SRR AE, RE

IW(u, v*)

on =0 (1-8)

.
u=v

PW(u, v*)
du

<0 (1-9)

*
U=y

K(1-9RAHTRIER(1-8)REMBRBABETMARBRME. LEHRAAE—R
RIET v R—MHHFH. MRRO-OBRERXZRRL, B4 v B—TH
B, LRR ESS, HIE Wit u REM - FRET0, 2 v RE—
TENFE, CRER 1 ESS EMERER (1-6) T B M ALHTHI, &7
HEB BT LR Y BN T, AR —BRAEES®
EEXMEERNOEE

BAELLRNE DI RTE M RE, BRFER G DRENSEY r WERBFH
By, Xbt, ROFB—AEEZERBEXMHBRNOMES. WE r —4 ESS,
RAREBRBOLRENSE r BRNT r, BURELRBET URNBA
FE, S r NESSHIRXFE, A VORTREERBHEMNYREE, BE
EXRMA(ER: A TRELZRBLATHDREHRSEN r EEBFARLG
FREE, FTLLXA MR B RN )
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V(0) = i) eI (x)m' (x) (1-10)
BESR r' < r, BT
V(0) < i eI (x)m'(x) =1 (1-11)

MEVWESS HERM V() =1, MAAEHMABERBMH AN ERHMERDT 1.

— i, RATT L AEBER ()W ERBENZBRMESE (N x B2 HE
B)FHEAAR . THRAME(x #) KGR 3 (Williams 1966, Goodman 1982,
Lessells 1991), A &R H

V(x) = i} e"”*”[M (y) (1-12)

1(ol™

AP, ()R x BMEFER y BOBER e 'O DN % y BetHAERNBR
SE4A0(x @) ML PTmE, « BERME T URES M4 585 2500 K0 Mk k%
HPAHEE DG WH L, B

e l(x+1)

V(ix) = m(x) + — i} e—r,y—(gq.[)}[&‘)_

l(x) y=x+1 l(x+l)]m(y)

(1-13)
= m(x) +ep(x)V(x+1)

K, e p(x) V(x + DEHRN x #ME R T 4 EH 18 (residual reproductive value) ,
—fF RRV %R,

30 RAE AT 4 8 09 A R FOAE TS AR PR T > BT AR IS B 2T 5 Mk
FERBEFEMETRALE, PBLAM r XBBREHFE ERETHEESMEREANE
FHAE #R 3% B B K (Williams 1966, Schaffer 1974a, Goodman 1982), X BB E ¥ &,
BT FREBEERIBRANELER L ROBRERGLIARE, BNEASZE
XA IR (Caswell 1980), I B 5| & T — 354 # (Ricklefs 1981, Schaffer
1981, Yodzis 1981, Caswell 1982, Goodman 1982), RIERAIE L8, r Bk K

(R VOO BIBASE, BN T2~ A TL 0% = SO <o, s
WX, x BMENERE, V0o, SERT x BAILE & F B0 & § £ NS

¥, FLURERIABIES, RN FHAM k> x B8 70 =T o, 35

AHFHHN k> x+ 1 @AMATEED VD o iy x5
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TIEAEERLQ- 13BN m(k), k=x+1, RBFE;  TFRMNBOB LM,
m(x)M p()EE k KFx B m(k)FL%K, B :
= p(x) dle”V(x + 1)}
am(k) ~ P am(k)

r_9d _OV(x +1)
=p(x){—e am(’k) Vx+1) + e 5005 } (1-14)

BARG o) = 520 =0, RIBAILEED o, Fm, 5Pt ks x+1 40

am(k) ~ Im(k)
ﬁﬁﬁag;’g;)l) =0, XAERMNTMIEH T Williams (1966) 59 55 8 : 24 r Bk k&

W, BT AF R 0 BT 1E th BN LR K ME

Xt FAEEEEEFRE, R LCRA r, WA IRA R, BURT
& N B E 4 (Stearns 1992, Kozlowski 1993, Charlesworth 1994) , {8 33X B B K #b B 25
BEE, BRUE r=0Rk R=1, SWEXT v(0) =1 93T — 5, XWELHE
HEirER R NERE, BNATURENEEAREER KL, ##EZ, EHE
REMNMBERBREERYN r=0 % R=1, MAMABEEMEY r<0, KR<1,

UrBERENEAERRNBEENELAGR . ABLFREFRLKH
Mo RETAA, AREFNERBRTFEINEEY(ER)ESENHEIE, WA
REME. BERFDY, AREBREEMNESELDB K, I YEER
FEFRIKBH R, FHAMERELIBRAA SN TFHELEMESELIRK
(Kawecki 1993) . T % B AE 4 R 2% 538 4 B A UK F 2 A Fh B0 %
BE, T EL i AR T4 1k R 2R 7 b B O A 0 A (B3R ) (Kawecki 1993, Miylius &
Diekmann 1995, Kozlowski 1999, Brommer 2000, Stearns 2000, Roff 2002), X Bt & {1
WA J B o 30 FR O B AR UK, R R E M S R AE 2R (R 1-5 ~ R 1-9)
R E Hir R, ‘

FERMALT ESS Hitth, A1L% AT ERIE & iR T ok (PO ) %5,
B E RS 1% (breed true) (Maynard Smith 1982, Stearns 2000), BT B R R4
VHRREZHEEEHEAY, BTU Lo %R AR R ae 3 b 0t 36 % & 22 938 i
B] R — N0 253 AL, B8 B0 SC A4 BE 40 H7 R0 3% B W % B A #4538 , Charlesworth
(1994) X XA FRIE#AT TR A ERM N, HART L REAEAEREES S
AW EBTEREFATR &M, X% &4 B R E B Charlesworth B 5 #t 7 % 5
H, BHRIBEFLHARSHEBER. SN, YHRBEERYELEEA
KB FRSA, MRBEQRAEE SRR, BABEY R
BB r RRAENESFER, BABYOR TR BHEESE) U
RFEBRB AL R, T 33X 4™ 2% 4 AT BB & 1 25 4 0 0 BE 3 1 9% 2 49 ( Zhang &
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