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F 7 A ] (paradox of the plankton) &AL [2], #
FERFOHRLIZIE L L THE ST & 72 [3-5].
BFHERRIZ O WC, Mt O g e HWTE R
TAHLH. H—DEFHEzH > T, #IF (Holling O 1
) ORBEMFUL [6] & b SHOIHBEHIHF LT\
5 L&, i R EHES  ORBEEEEE N; OFJREL,

S
dR R
o =R T(l‘ K) ‘ZN} 7
(1)
dgl =N; (ciaiR - dl),’L = 1,2, ceey S,

LELZENTESL. 22T, r ZAMBERENE, K
EEBEUES), @i \3TEEES, o I 3EPRE, d; 13FEE

RERL FSL

School of Biological Sciences, The University of Queens-
land

St. Lucia, Brisbane, Queensland 4072, Australia
m.yamamichi@Qugq.edu.au

2022 4F 1 A%
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=T ERATHIHL (B A7 4 v 7 B58), HEE R
FIRE IS U CRIG I i dy 72 0 BEFEEEATE 2 T <
(Holling @ I BIOEHREN G : M 1la). THOETFTILT
I, BEENSEO L R EHE R = di/(cia;) b o
E AN WHEE L, o S — 1 fE LT 5 2
El2b (K 1b). Th)s R* V=V EIHEIN S, ¥
PR ORE R % BURS 2 720 ORI 2 E0TH 5 [7].

2. REEKFORFEXH=XL

ZNTIE, ED &) R THPHERRDRZ 59, #
BOMOILEDSTREIC 2 B DIEH D . RIROFESED
HHRFEOEH L) b, WHEVGHEIHE LT
YR, M LG 2 REDFAE L T A 581213,
=y FHEN L > TIEDTTRRIC 2 5. CHOED AN =
A LN — BB THE) <Y, Ry IAT) 3 285 T
&, ZooA N = AL HAr R ET L END 3] 2
DIRBEAEDIAE A S Z X LHS, A b L— VR (stor-
age effect) [8] & AR AYIEHIEIE (relative nonlinear-
ity) [9-11] TH 5. ZEHMWLEEEFOS L TIE, 5
[ZEZDDAH =X 5 (MR A DL — VR - 22/
Ze AT A IR - B EE LT HL (growth-density
covariance)) 2% 5 [3, 4] #5, AR TIEFELL 22\,

A ML=k B <ld, AMED S R
GERBEEFAIMb oot &, HDHFEIZL o> TRV
(ZHEE U7 ARIRAE T - B 73 E o ERIZ L - T [HF
) L, o ZgE) 5 2 8T, MR =y 755
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J—EF)N 8] TERIENDL Z LWL, HLEED
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g M1 (HFEMR) OFH 2 () L0 R* 2VhEwv. (b) BiFHROM R, 2 23
ML CHE 1 %R D, R ORGSR 131 0 R (FEM) 1ISHET 2. /89 2 — 21,
a1 =15 a2 =5,d; =033, do =17, r =K =¢; =1 £ L7272, i1 D R* 1$0.22,

20 R 13034 &% 5.

LCHIETH 57280, BV & W o 4 8 &5
HEENL7DTHL. L LEREEDSH 25612
1, BRETEEIA T R ASEERATT N & 2 B IR
WA RS 720, DEURDSER & 7 5 QOB
(negative frequency-dependence) 25\ CTILAEASTT
REICZ% 5 [5]. A ML —URRIE, W5 - B - AR
R KRB0 7T 0 7 Mol DsEEE R
RTHRON, ZOFEMAIL RSN TE(12].

—J, MXIERIZETIE, H 21 1 2SR EALE
LR ORB 25 22377, Blofk 2 25k
T REAT B E ) IRPLT, 1 IELE R R TR
BRI 5 (R VNS W) 25, Ff 2 [3IRENBREE Tt g
B B &, DRIRDVEN & 2 HBEL XVOAED
HHEEARAF I AS A U C, 2 SR IC 3 r 375 (M2 o
R EATOMBBER). SEoF Y, B35 2l
PHNHEFHFOFOIREBRE 2 /E) 3 2 LTt
FLTWRERDLZELTES, ML E
& R,

dR R a;N;
P O_R)_gh+m3’

(2)
dNi AT ciaiR g .
dt‘M<1+mR ¢>J_LZ

EWVOREFVTEZLNDL, 22T, RN (S
A= b BIEDOE E (b; > 0) 121, HEH T Holling
DO THTIE7 L TTHOBRENIEZ RS 720, Gz
HHE R T & MRS 72 D) BSR4 (K 3a).
FE1ASILEL (by > 0) @, FE2A T (by = 0) DFERHE
RIS E R & &, 2 FIZIRE) 2 /i L CREmIc 3T
FTHIENTEL (M 3b). 2 DANFELET S HRIC
X, E0AAEVWR 2L O MRATES, —), M
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BB TS 2 5 () A7 EIER) 12 b
5, BER BT 2L Eof () 1k, Ao
JERAEE (NFD) 12 & ) iz difeis5 ([ 3). i
BB CHA S Y, BEE R LT AT O
(Hpusm) & RERSSCHSEMICR Y, BEER
TEALT B4 LOTE (R@IUS) &, EOHEEREHE
(PFD) |2 & ) R IR L e R 2R (X 4).

1 DHRPHEAET HHTIE, BFEESEREEIL, Ffd7:
) BEHEEE AR IS TSN T H B IHBEDEMIC % 5
=y ORER). o/0, Lz LY
S MIL 2 TE 2 DT OSHGEAL & 72 ), F ATEFERANIE
& o TROMBBEMRAFESEH 2 L1k b, HEEIC
BUF2 R* LIRARBEEOMO ML — K+ 7 (4 3a)
&, bR & THMRESRE ] oL —F47
(gleaner-opportunist trade-off) & & IFIX4L 5 [13].
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(a) BIEIZHT 20K D 72 0 BEGEEE dN; /N;dt 782 7€ A KR (Holling @ 111 BlOFEEENY SUL)
T, R* VNS WHE 1 (FFEM) &, Bka 1T MoBREN SO 2 () & oMo
(b) WIS CH 1 OF AL\ & &, HE 2 A5 L CHE 1 23 FEEIE W Tw L (c) B4
PECHE 2 OFD% e &, FE 1 AWER L CTHE 2 250 3 v b4 2 VvEIRT. 8T X =2, a1
= 27, as = 0.402, d; = 0.02, by = 450, ba1 = 0.99, bog =297, r =K =¢c; =1 &L, 7
WEEZHROHE R 0.1, VRUROEZ 0.01 & L7-.

T, SO, 2 F 1 LT TR B 22
fili 1 SR % AL L, IREVERIE CEEAL 27 2 DAL 2L
FTHLEFEI LA (H2OELEEETD
FERIBILR). 2 DBRIZIE, BESE L~V OIEDSHEEIRAF I
(positive frequency-dependence) |2 & % U222 R
(alternative stable states) 2VE L5720, &6 5O
DHEIRITRA L 72 RAF U CHEEDIRTED R S B &
V) FE(ERIE (priority effect) AN 5 [14] (K 4).
oKW, T oms A TERITE 5 [14].

dR_p[ (1 RY_ el
dt K 1+ b1 R?
_ azNz
1+baR+beR?|’
dN17 C1(11R2
M'JW<1+MR2_M)’
dN> caaz R
Ny [ — 22 4y ). 3
dt 2<1+621R+bzzR2 2) ®)
2022 4 1 H#

T, fi1iEY 7 A FR (Holling @ TIT &) otsk
IR E R L, 2 IZEFERAL V& & (THFEEE AN,
g Bl KB T RIOBERER UG %79 (X 3a)
11 B O FERERY RO BT BIIE & 22 b3 2 @A A%
Hoizd, HHEHEFEEOMIPMEIIE LT, Lh/hsw
R* % b OH 1 O EICHET 234 (M 3b) &,
FE2H) Iy A7 VERTEE (M 3c) DELS
POBELRT I LR 5.

FREO X AR IERIEIE S & A AT 2 A%
FRX—=FEHIRENT VB 72D, HERDEEGARE
BT, AN L= VR O O IR A R
T RENIBRE 72 E b T &2, L LED—T
T, FOEOFEFMFE T, I o 417
ANZANEFRRICEETH L I L5, FilEBROR
BEREH DT ARG & CORENTEY [15-17], TOE
FEUPREINTHL, ZRTIE, E0k)nd &2
AR IERRTAAE DS EENZ R Y 9 D725 9 A
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(d) RREED S F S F R a7z & SOk 72 ) B (KO iR ch ), &
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3. A - PTEYE & MR IEMRTZ 1

bivbiu, EWOENEIENZREEDRB)ERSE I
xH L Clad 2 #E1L (rapid evolution) #2292 &
T, MRS EES 5, Lwv ) TEEizow
THIEET VA Mo TR/ (18], Tk, HaEIZiE
b§ BHEFIMAERIREEZEL, & 5I1HELIC
Ko TAHRBEICHE IR TE 5720, W20k 1
DREZ OB ENTELDTII RV, L) T4
TATCThHaH ZZTOMLEE, FHABIIGETE
M OB R AZE D B 2 & TR 2 2 /ME{E (mi-
croevolution) Th A Z LITIFE SN2V, BPE «
WREL DL, HEEPEDD (ai(z:) = aix;) L TF
B ZBETHR B BINT 5 (di(2:) = Soi + Orii + S2i2F)
LT B e, R (2) BRUTOL S IZET 2.

dR R ai(zi)N;
Y _plr(1-2) -

dt T( K) ; 1+bR |’
dNi ciai(mi)R .

— =N; | ———— —d;i(x:)| ,i = 1,2,
i { T+ B )] i
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dx; 0 (1 dN;\ .
P (E dt )72:1’2'

ZZT, V BHNEESHTH L. Bl o 13#
SRR GE > C, R D 72 0 BiEE AN, /N, dt % 1§
&2 HFMICZLLTwE, HEES AR E
WIZEZOZEALHHEL BB [19-22]). T I TILIHEE
ERTHOMIZ N L= FF70% 1), BFENSL Ve
XIIPETELY LIFCTHHERIT, BHEEFD %R
WE X BREETEE TS, v REOZE
ALASHEIE I 7 R A BGE L7z, 728 21X TR,
R E KA L CRIRE AT &9 RIS T %
AREOLEI B ML= R+ 708 & TOWHHEE OMRHE
AL, RELEATIREDLD D [23]). TORK
RELT, 10 R HAWHhEL, 12 OADPHET
b (Vi =0, Va > 0) %6, BN EICIZIE
HFLZWA (K 5a) ThoTh, #bAsEy GAm
BIESBATRE V) & G EDTTREIC 2 5 2 LA
S22 -7z (K Bb). ik, # 2 ofikd 7
D GEERATY 7 A R (Holling o 11T BIARER I
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21250 T, WIRAVNS v EIREBIIIC 2 Y, K& b LTI % 2 IS (c) %1%
YD L, EBNG S A TORCIMRT D (a) & XTh, EBMABIE L > TIET 5 (b).
TR SUSATE X 121E, FE 2 O ffid 7 ) RIEISE S0 LT RIS B S ¢

(d).
ci=di=1&L7

) 1o E (M 5, d), TG Z b 2L 912
% 5 72O IR IERTE B 720 TH D L EZ D
na.

EFPISERNERER VAT, AR
RIMT#E (phenotypic plasticity) 12 & - CEIGAYICTE
AEBILSEDGEDH 5. BIIRAR 7 TR ]
PEE LCIE, BHEDRLIZEWE LNV EHE LT
KIRIRIEIZ 2 5 L o 7R E 2 6N b, Thb g
BEALWE ZITHEELEC L, BRErd vt
EIHBEEZWESTEVIADT A —FNy 712E o
AR EE % 22 LT DD H 5 2 LA ST
W [24], 72k 2IEII,

dR R

a1 asNa
1+0iR  1+bR]|’

le_ clalR o d
at\1+mR ')
dN21 c2a2R

dt A&1(1+bﬂ%_dm)
—f1(R)N21 + f2(R) N2,

dN-
dt-22 :fl(R)N21 — f2 (R)N22 — d22N227

(4)

LEF S, ST, Noy RIEBIICIHEE - AT
54 FD, Nop WIEEHN L (KRKED) 54 70

2022 4F 1 A%

T A—=FMHIE, a; =10, b; =4, da1 = 1.05,daa = 0.1, g =025, e =3, r= K =

BAETRECH L. IFHEINZA & 4 731 L 2R
b, FBEEPKLC (dor > do2), FUGHEHE (re-
action norm) PRA%IE, fi(R) = 1/[1 + (R/9)°] &
f2(R)=1— fi(R) EMEL, BEESSVE X121
W2 5 A4 T, Ak ZIIREDIN A Y 4 T
B AL SR IRNEH 272 (M 6c). THEIY %
FA TN ERAFETELVEE (M 6a) ThoT
b, BIROIRIEAK &\ & X EIR 286 2 25, R
ANS VL XL AR A 2 & T, RBn WL
WY& v L2 AEATWREIC % 2 (1M 6b) [25]. Zduid
M Z AL & RIS, RILBITEEEC X o TGS 7
D BER VGRS LTS E A Y, MR IR
B 7zoThbLeEZLNE (M 6d).

QAR Tl CIEHEL AT L 128, A
VT D% (apparent competition) [26] A3E) 72612
— BT B 2 EHBMOENT 5. B oRFT
&, SRS T & DI A P YK E WD
D, MoOREIHE ST 5 2 EAWEFEERDE (P v—))
A%, RIS S KB (R (inducible
defense)) b EFHIRE) & 2w/ T 2B E 0D 5720
12, FRRICARA IR & A L 7 AF DS TTREIC 22 5
ZDOETIVIZ,
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dP _ [ciaiN1 +c2a2Na1 d
dt 14 b1 N1 + baNay Y

dN1 Nl
2N 1— =
a {< K1>
a1P :|

C 1+ b1N1 + b2 Na
dN21 —Noy [Tz (1 ~ Noy + sz)

dt Ko
a2P
" 14 by Ny + b2 Noy
+f1(P) N2z,

d];7t22 =f2(P)N21 — fi1(P)Na22 — da N2, (%)

LT B, PAIEEREE, Noy (SIHBIIY 24 IR A
R, Noo \ZIREBNO 2B AR ELZ LS. PAKE
WIE EBAIAD (Nao) 258 2 % & v 9 ROsSEHE (12 7c)

} — f2(P)Nx

Lo X, HEINR Y A THRPIT OB LD
1 EFTERWIRE (M 7a) TS, FHEPEICX
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£ o TR & 72 ) B EE H 3T L TR
LY, MERIEREENESE 720 TH L EEZ R
% (X 7d).

32 (32) Copyright © by ORSJ. Unauthorized reproduction of this article is prohibited.

4. &HYIC

AR TIFZ 2 E T, B LR BB B L v o
TSI R TG OBALHS, RE A L 723 A = X
LT B A IR 2 (EHE S 2 W REME 2 i L C
&7z A AR - BERAERET T, AR OTREO
AN S <, ZOFIGES T T2 b L %
WEGELTE, LA LIS - C, ERIZIEHE
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