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Mathematical Modellings for Density Effect in Time-Discrete Population Dynamics Model
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In this article, we give a review about the basic idea for modelling some fundamental mathematical models
which are well-known and have been applied in ecological research fields. Focusing on the functional form
of the density effect, we describe the way of time-discrete model derivation. Especially in this article, we
argue the modelling for the interspecific reaction of the predation, and discuss some possible extension of the
standard modelling about the predation relationship.
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EPBEEBROY L XAEMICB T, BERBERTH 2D, BUENEERY A X (BE) <H/ELT
BT 5 &) RBEITE, BERY A MK, @EY A LoMMcfky, B9 T30 REEE
ETE3, —H, —BIC, EEREESHEYICES LD L, EERY A THNMEXMET T2 L bERL
BRETHHIW/S, Chi, BEREEIECRICEESLH ORERHIF L LTS, BEHLRRT S
BEHPR2COT, REL L TOBEBHY A XOHMMEIME 232t nH VB3 »25TH 5, — BN
i, ZDXH%, AEREECIZ2EERSAT I/ ANOEE2BEDR (density effect) LR, =
IT, BREHROEK BEREECLIBMERS A F I 7 ANOEE, CBT3 THRERERE, <ouv
TR, *OEBHOBAEREREOALSLT, HEOBEEROTEEICII2KELELI S, LdoT, &
VEERS A TS 7 AOBEETFY 7 L2, BRE, -0 EEHR, OBBEEFY L I/THS, Lo
THBVBRETCRZRWES S,

Az, LYBEGHHBCHETIERNLEEEFLVORY, Thbt, BHETY Y TIKOWT, &Y
FRL BRI OMN RN BRERAODTH S, LYb, BAZNAL-BMEL(EROKEET
VYT OWTREEHT, 5, TNETHENEBRINTI b o - BEEHNESHIEICET 28
BEFNOBBEETY) 71T R - TEEDE ) E L, T, AN, HHRNLEEETFY VS
DEBICLLESLT, 2ORBHNERICOLTORRLETRRZbDOTH B,
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1: M : (a) 2V FRA PR () R TV TNE,

2 MEEHEARESAFIOR

BERCET 5 KMARREMAICNER 2 B (B, £HERRE, FH2Y) ckoTigdhcE s, bL
(i3, BBEE22/L2VEECR, LELE, BERY A XOKMERI, ERRMT2{, 20K
BW2RMOBM BORHDES, BOMROBALFRRE, FOMLRY) KkoTtRBEhs, 2T
X, TOMBNRMOMME TRy LT 5,

BERE BER) OBSHY A B L+ 1HRE (FHR) OBEERY A LOBRERTHRDO
&%, MMM (reproduction curve) & HEEEMMRLES, RO MBI, BLHRE @iHR) @
BERIA X LB b+ 1 HARE (FHER) OFEERY 4 X0BRKIIZ, 8L+ 1 HAUTORERY 4 XE8)
DREHLZTHDL- T 3, LaL, I TRRZHMtRIZ, 20k 5 2HREAMU EOHEEAE TF
ELToRELTH, BRLLTRAZEHARB (BiHR) OBy A XL+ 1 HRE (FHR)
DEGEREY A ZOBRERTOOLELEEZL L), Lo T, b3 kiHREOBEERHY L X LKA
Bk +11HRE) OREGRY A ZORKR LR THBRIE, —RNIC,

Ni41 = W(Ni; Ng—1, Ng—2,..., N2, N1, Ny, k)

Thh, HrHREUNOBEERY A ALBOBMEXRRLNIRLZ2LDTH S,

BOMMLZDR, SrHER1SB L+ 1 HAOMICE T SEEREY 4 AR k &8 L 1R
BT 2BERY A AN, DRI >TEAONZBATH 3, AU LBHBICHL T, WMz, 8L
RETHSAONHRHETC, BriHNREHOBEGHEY A AR ELEDOREIR, B k+ 1 HREOBEGBREY
A XDBHELICEE20%ERT, 2Fh, BriEREHOBEROBMEBRICE T 2EE (EESY 4 X)
REHE, 2Fh, EEPDROYSHOREERRT,

1a) B3R T &I, BrHREOBERI A XN, KHLT, Fk+1 HREOBEHERY £ X Npyy
5% 2 MAUEICWHE T 2 ERMMONMERTH 284, BEROREARICE I IEE (BERY 4 X)
BREER, QAT AN (contest, BEHED) BLmiZhz, —4, Bib)BRT L, BrkiHRBD
BERT 4 X5 2029 4 XDBEICOWT, Bh+1HREOEERY 1 LB KIck 3 &k
HHMAARICE T 2WERERR, XY 527l (scramble, #Eh) BRIz 3!,

37 R FEONRRIZ, BEROMNER THTFLYF—LR, THIRS RIS, BhoE
Bt KO- DI, HEIREROFENLETH Y, BEFEE), DRNIC, ZOEBEER=TEIIIC
REZFAALTOIHE, SA50AEGBOERBBICEVT, 20RBE2A:TI LOTE 2EHRE

1 Alexander John Nicholson [36] iz & 5 3R,
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BUTIZ EFRE Nopax 235 5, 2D LBRE Npax 2BA 29 0@EIZ, 2 DEEDOER - KO0 DEER
W7 I LMTELRVDT, BEHYA X, SRREOKREICKFEL TEE 32D LRME Npax £ TIEK
EQndd, TNEBIALDRERTERY, ZDX ) RIBA, BIHHARMAEEY A X N 23 EBRME Nmax
BTz 6, BHRMEEIEY A X N HIKE ( Riudie 313 EFIHARMBEREY 4 X Ny BKECRD I B
%5, BHREEBEY 4 X N, 28 LRE Npax M EICR272E LTH, FHAMBERY A X Ny 3, ERE
Npox ZEBZ B LIZTER,

=7, A7 7 v IAVBONEERIE, X, LREO2VFR MR WTORRICBITE TBEOE
B RED-DOBEROEKA L+ EEFBESERRECEOTHANICHAT 2, LI REMHEMBE
N2VBESCERENZLEIZZLNTES, LA, AEOXMEND, BEREEICHKREL TELT
SFEEBITHL), BEREESTDEVEEICE, SRENXBAORMENZEERTIXIOR
FH2RE» /D LNTEZ0T, HHRMEERT A XN, Ofic LT, FEHABERY A X Nopy
BRI 2EEERTESS, L, RERFESEC LY TES L, SEGNBRADORMEEH %2 KR
THEREDEBEYRES»SBWBT 2L NTEL(RD, FEEORMENBETL, BEEdHHOFY
EEFBHD S 52, RERT @R 1 X3, SEGOKMOBGEHL2EORNTEIoNEDT, BEH
BEESHL, SHEEORKMEHIMETLTH, BERTI LEBRRRLIIKRES(RED IS, LL, F
DICEGHERNE 2V IEL L, ZEEORMEHDETHHLICKES LD, TOKR, £HTS
RURDBEBHY A XZNS B THAI, LidtoT, BiHREGHY 4 b s0MrEcBVT,
FIHREEHY 4 L3RRI D, BHREGRY 4 AR2OBLDPE(THORELTY, FHAMBER
YA ZRBENLDBRKELLSBY, L) MEERISRENEZ Lick s,

2.1 Verhulst T5J/L

R IGEE 2 B RERIEZ > TH 3 BATH-TH, HEERT A XL RENCERICHMETSZ L
KX oT, BRWIC, REREKOZEGRY A XEHORIZ2RIOVEVRKOBMICE T IRETH
3, COBA»S, ROBEE logistic HABED 13 XD & 5 LRERRNUEEREY 4 XEHF L F 3 7 A
L2002 ELTHEL) : 1 N

t
N @& "~ BN(t) (1)
i, REBERY A XYMt iIcB 2 (RBM) ¥4 XRMEE2 KT 3, ro 13, BELE
VEEROMMIC L > THENRRA LR THACERINWIBAOHMBERY A Xbh g X
MME, ROEAMME (intrinsic growth rate) ZWKT 5, /37 X —F g3, BEEREEC X 2 HEE

DETOXROEEERT, ZOHRAD (1) DM,

ro/B
MO T @
ERIND, logistic FBAIC X ZWHEERTIZ, BEERY 4 XX, EROWHAM NO) > 055 HRATIC
S ro /B IS0 THHREL T, T OWHEMEZIRMFFER (H 3\ IZRFAR | carrying capacity)
LRI LENH B,
4, HEBER logistic MALER (2) *RMMM L TR, R (2) & D, Bt = kh ICBT EERY A X
Ni = N(kh) L ®H t = (k+ Dh S8V 2BERY £ X Ny = N((k+1)h) 225 e ™k» 2#ET 3L,

2ayFALBORAR, TOEIRT LIRS, £FENMALE, PELREERA»SBLNILOLBSNLLLDRIT
bNT Wi, %D, 2L, OFSILHAN—NALRESHTOEDOTH I, TITERTVERAI S 7ARNOREITIR, 7
Fu /NIRRT I RERIBERERE LR ICESTRPTILEITV S,

3
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2: Verhulst Bfft, 25 A F BiMthiR 283,

BRELT, Ngy1 & Ny DHIDRD X S B2 HBAZBILNTES
1

— e . aToh
2T,
: erh —1
bri(h) = = @

TH3, COEZHER (3) i & 2EHRY A AXBOFEEFNIZ, LiIFLIE, Verhulst EFILLMRIZHh
%, Pierre Frangois Verhulst iX AOZB)ICBIL T OHBEEF N ZHA L 7248, KEZICEBWTHAROK
BETFVHERAEINSZ L2H D, Beverton & Holt [4] i & 3 KEEEGHDHEIC s AT Beverton—Holt
EFNERENZ I LbPR LB, COEFHBREFN 3) K &k 3BEHY 1 AXHI2, BEYoT
FIEREIC ) NS 288 logistic MAMBRIC—K T2 LizBHroH s TH B, BHHER (3) i,
h — 0 DR T, logistic HBX (1) ik—¥T 3,

M.P. Hassell [12] i&, (3) 2 @UXRDESHBRAIC & 2 BB RBEERY A XAZHF/ A F I 7 2% BEL
Tw3:

Ni.
a+ ka (5)
Y-S, ZOEFHBRAK L ZEERY A XEROBOERE 7 % Verhulst €7V & 3 V212 Beverton-
Holt E 7N EEDPBBRADL 5 TH 2, TOEDXHBACHIET B Ny 526 Npypy ~“DERIZ, a<10
BETIZ, BENIC, RI2TRENS Verhulst BRLASTH S, LHL, o> 10BARIE, £ROY
BEICHLT, k> 0 iZDOWT N, —0ThHY, EERIZERCED,

BHERETY Y IOBRDSEBLTE{ ¥, Verhulst EFL (3) 3\ (5) B 3HBEYRDOA
DHTH B, logistic HBR (1) KB 2HWEYR L, Verhulst FN (3) KB 2EHEMEICIZ, EREL
MWD 5, LdtoT, logistic HBR (1) KB 3EEYRICHIET 3, BEBHERBEEFLVICEIT 26
BEZRE, Verhulst EF)L (3) ® (5) 8T X I %, FEMKEOEEDRL LTEEEFY VY /o222
Ebh s, EEAFOMA A7)tk D, &b —BALHEESHBRR

Niy1 =

O — fro - DINEN}NO),
KNT3EFHBR
N(t+h) =5 +¢,.°(h1)D(N(t)) N(@B)e™h (22T, é(h) ik, (4) LAL)
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&, BB D(N) 035 5 —Mie Rt 2R Th o, £RORMRT Yy 78 h T, MEDOEMIHBRRAD
AFRER SIS T 3 HEREE 25T 5 2 & (“dynamical consistencey” (JI2EMIXTEME)) b o
T3,

2.2 Ricker T/

By A XL FI 7R
1 dN(t)
) — (N ()t
2, ROELIHIICHWELZBZ LHTES:
dlog N(t
o8N _ v, ) (©)

SOT, MMESERER 6) KN LTEOT FEATS L,
log N(t + At) ~ log N(t) + r(N(t), t) At (7)
Thob,
N(t + At) =~ N(t) - erV®)t) At
VR/oND, logistic HFBR (1) P&,
N(t + At) = N(t) - elro(®)-B@)N(B)]at

&%, Lieht>T, N(kAt) (k=0,1,2,...) % N, L BEDZ, ro(kAt)At & B(kA)At 2, ZhFh,
Gr, pr L WEDZNUS, RO L) RRBHARNEEEREET /AT I 7 A0 EL 32 L CES:

Ni4yy = Ny - ek —Pr Nk ®

A (8) KX 2 BT A XOHREB Y1+ 3 7 213, 1954 £E(C William Edwin Ricker [39] ik - T
RRIN, RERRERICE I 20RAFONBRICH T 2MEICEA XN, BE, LiIFLIE, Ricker
EFINERISh B3,

2.3 #i3k Verhulst EF7J)L

B21 8 TBRAE X, MP. Hassell [12] 12, (3) BEAXR (5) i & 2 M RELRY 1 XK S
AFITRRERLIN, 35T, IR Verhulst EFIL L ERBRDEIBIA4F I I RAGERL: .

la+bNk)® ®)
a,b, 03, RTEDEB N TA—FITHB, T A—% 03, BMUBEEY A XH7 0 WEROMERY
A X (BE) ~OBREOBIZRL TR, KEFILKE i LRIBEERY 4 XH 7 ) MEEOMEES
By A A~OBRIENH L, BERY 4 XML B4 0NBERD I aMIc L 34,

3Ricker—Moran EFILEWHIINB L HH 3,

489 A% 0 &, Haldane [11] D k & PEiFN 3 & MPLMIRMLE OIETHKRPEMIZ L 27~ 7 oRAT I 2 L MNTRS,
Bz, -t RE, W - L - E [19]) 2B N,

Nig1 =
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ZDEFHBR (9) KBTS N 6 Neyy ~DERIZ, 0<1DHAITIZ, EHMIZ, Verhulst 5
LAV T A HOKEBR TH3, 0 <1DFRHEDTT, a<1DFEITE, EROIEOHHEMEI N
LT, k— oo iKDWT N, BERZIEDOFHEEN* = (1 —a)/b KHHENKT 5, LAL, a>1DFEK
X, k—= 0 IZDWT N, - 0THH, AEBERECA»),

—H, 0> 1DHEITIX, BaHER(9) IXHIET 5 Ny 56 Npyy ~OERIE, 8228 TBR~R7%, Ricker
ETN(8) LABDORERRF->TWS, Thby, ERERT ST 71, LITOBBERTHD, Ny - ool
HLTEQHHET S L) REMRERD, A2 5y TVEOMMER 273%, ZOEACEVTYH, >1
»p2a>1%61, k=0 IZ2VT N, —»0THYH, BEHIERICEDL). 6 >1D2a<]1 DHEAR,
k— oo THRET 2 N, OVHIRMEIZ, T X —F 0L a DEKRELLRD X ) BESEERT

1) 8<2hDa<lDRE, FHAN = (1-a)/b BRKEMNICKESTH 3,
(2)0>252(0-2)/6 <a<1DBE, VRN =(1-a)/b BRFEHCEETH S,

(B)8>222a<(0-2)/0 DB/A, k— oo ICBITZTLHMIREBIZ, 4T X —F o DEDOWA IZHFHE
R EEZ L, FEROMFUIBEERT,

4) 6 (> 2) BHBITKEL, aBHFIPEEE, ko oo KBITZ2FHREIZ, A RAEHTHS,

A (9) (T X 28R Verhulst EF NV ENRL T, ROXILBREFNVOEZZZEHNTES (Maynard
Smith & Slatkin [30], Bellows [3]) :

Ni
a + {bN;}°
ZZTh, KO IRLZBEEF) VAR, a,b,0, ETEDER AT A-FTHY, K5 A—45013,
B EERY A XH7: Y REROFEERFEEOBEX 2 RL T3, R (9) ¢ X (10) DMDBVIZBHS 1T
H2H, iz, THIZ, FHEOCIIERCELL 52TV 3,
XT, Zh o DR Verhulst EFV EHEL T, #4538 logistic HABRR

dN(t

O _ ro - BINEI} V) (1)
b5 BN D MRIEREE FLEELTAS, EONMK o 13, BESHRIINT 2 WEEOSERL BT
SA—BTHD, NIA—F adWPEVELEBEICBT2EEYDRICE 2 HMEREY A XHh 0
REEV LY BETH LY, BEECE T 3@ XWMEEIZ LD ARE LD, ZDER logistic
FRALBMIFER (1) KHTI200 L AROMECEER, Z L8085

Niy1= (10)

1/a
N(@t) = ro/B 12
® 1—{1—[1—\'}%7’3‘:}6‘”“ (12)
RIHD Verhulst €71 (3) 2 T 20 L AROFWEBEA T, SEXSNKMRF v 78 AL
T, ROBGHBABBONG :

1

Niyr = - e N, (13)
[ + dar, (R)aBNE]/®
T,
earuh -1
Bars(h) = T

S5ZD&IIT, RIA—5 01k, BERYAFIIRAE22VFRAIEONMBBEREL LTLDHLON LR 2 9 v IARONME
BERELLTUL LD CEBNICELERIIENTRSE, ZOZ LY, FHAEFYVILBITZ 60 DBAORELBRTH S,
SERMDIEDHNIME No SHLT, k— oo DEE Ny — N* R H LD,

6
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TH5. TDOMBEMAREET NI, BIHOIIR Verhulst €7V (9), (10) DV TFhEbR%3, JIoRA%
ThiE, RIHOER Verhulst € 7V (9), (10) DV b HE5R logistic AR (11) 10T 5 MM
EFLEREIONR,

3 {B&EEEEER
3.1 Mass-action N8 H EFE

CEECRERICE VT, AL —EBMOR TR, (LEREREIZ, BICEEYD 3V IizERY DT
NPDJMEORMEMOEEE LTERIN TS, LA, RO—BHLCEELEL L ¢

aA + @B — vC (14)

CDEERIGICBI 2 ENEFhOYHOMEOE(REIX, —d[A]/dt, —d[B]/dt, %74k, d[C)/dt TET

CEHTES, (A, B], [C] ], ENFNOYROMELXRT, KICHENEh2ERT 30CAVERS

KRBIRTH D LT B0, LROEERBICBIIIREEE VX, XDOLHicEZEINS :
__ldA] __14dB] _ 14
T adt B dt 4 dt

—ic, RIGEER, JISRAYRICHET 2 j BOLTOLEDROBEORKE LTRTZ 8T

E3:V=V(ee...,¢;) (TIZT, ¢ (k=1,2,...,5) 1k, Bk BOILEHEROME). V ORI,

HEA (ratelaw) L LT, 5X o =LK ICBT 2EEX (rate equation) 25X 3, H{ DPE7,
(B EHEPIIC) HERGREORIRICHHAT IHTREING :

(15)

V=V(e,cz,...,6) = k- cJicgics - cf? (16)

COLERIEEERIZ, LiIFLIE, BHSKRERDERN (law of kinetic mass action) & PRI 3, ¥
DRI ni &, EZ TSRS 2RISR (reaction order, kinetic order) #E#&L, EioX
BRICRN R « 13, BEEM (rate constant) EWETN D, F7:, B8 n, i3, 8Bk EBOLEHEICH
T3 RERHE LN 20, BEE, (LEFGHERICE VT, HRERDOEY (law of mass action) & W
BENTR3 b0, LERIGH FHIRBICH D L & i,

b

e

1 C2

Bl oKL, BAO¥ORRBICLI-TEHI NI LDTH S,

—7, BERSA T3 72T 25BEDFICE VTR, BEOEYEEROMOBEERICHREL
TBGERY A X (BE) ERHOEEICOWT, R(16)ICk23X 5%, BERYS XOFREALEHE
EFY YT VEREAZODOD—D2TH B, 2D LI RBHEFY y/eB0TiE, LIZLIZMANIC, @
Hb L REGEMOBEFRICSVWT, RRERDORE, 3\, mass-action REZAV: LHT
3, L, BEBEYFBIIHEETY v 7 ICBL TD mass-action REDHS, BERY 4 XERIT- M
RBICHZLVLHIZLERELTVEDITRAEVI EERL &I, 283, HTHORINZ mass-action
DEMZ L 2D THELEXTI, s, BEEVRECBIIEBEET) VY JICHAINIRE

TRIRIZIZ, RFBOFR (16) TRERT I LOTELRLRGHERTHRTIT SN 3 LEREOMZ DA 2w, RRMOEEAI,
!axff:f:{t#ﬁm&k EOWTBDLZITNELERLHDTHST, ¥BUDR (16) S 50 LB N L THATESDIT
R L LB,

AN AR BLEREHEROBEIZ>V1TIZ, < OHFIMIAFIBICR-oTVS, 72 AiF, Amdur & Hammes [1, 2] B
B [22) 2 BRE v,

c3® ---c?j =—%
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DVHW 3 "mass-action RE; 13, BEDMERIGEERICE TS (&) IERLEERTD) "mass-action
(HBREA) OBBl L2, 20FBEERCTILDTHELEL T OBBREBICRELWVWEBbh 3,
COREAFICEVA LT, AFTR, jBEROEYREGEOMOBEEERCKEL LAY 4 XXk
HEER (16) KL > THEETFTY 7/ F252 L% "massactionREZAVS, LHTHILICT 3,

EFIcBVLTIZ, BD—MHZ Lotka—Volterra ABE R L1k, FEEFTY ¥ VIZE\ T mass-action
REZBOTVSHORBT, Kic, BAMZIE, R (16) KBWVT, 2TOREREY 1 TH 3 KGR TH
BeF) /N5 0% Lotka—Volterra A LMRZ LicT 3, Thbb, BERMEEEHOC
2 EGHY A ABEENZ OREHEHEEERICHL 2 £ DEREROY 4 ORI TE LS
BEEFV/TTHB, LIedHT, 2D LI ZHAEFRICB TR, BEY A AR CRENEEYMERE
BHOY A BT Lichd, 2%, b3EGHOY 4 LGk, 20EEROMOLIHEE
fERIC & 2 BEHRY A XELEELFIC LD L 0IbIITHSB, X5, MAMNICIE, Lotka-Volterra B
OBGHMEEAR L X, 2HBEEEMICET2HEEAHOACH L TORFTHY, LA, R (16)
EITUT, IWOEVEBROY A XOREZ A IEMEEERCE 2, A1 BO@EEBRY 4 XBL
EEOWHEEF) 7%, mass-action B & ZMEIFNTH, Lotka-Volterra B & I3 L T2\,

COWFRX, 7 XY HOMEE Alfred James Lotka [27, 28] IZ X 5 1925 fED, EHRIEHERICBMbD 2 ¥4
EHIBEROBHEETY v 7, 45V 7 DOREH Vito Isacar Volterra [59] ic & 3 1926 fED, 7 F Y 7¥
KB 2 HRERBEAH L HARBEEHOMROEEE 7Y ¥ it BV THV 5 mass-action HE
K& 3BEGHEEEROBALLRLLDTH S,

HEROLEYREARE TR, B4 OBREMBEERICIRMI»»31RTTHEL, BEOBHMERNS VY
AT—IRTH 2 L LFZ I\, FRTH, Lotka-Volterra HOBEE FY v Vit £F{ HEE FLOMR
FRRBRBOENFEROERIC Lo THBERBRLMETETELLLIDI, LA, BEHEE
MAHEEERD, RMNEMCTI YL TbR, BRTLLELTYH, ThoDH T FASDERK
HENDRENEMANICS AR I 2T B L LI REINEATE 2% 51E, +OCBOKMAY—LT
DEGRY 4 XEBDOREZ, mass-action KIE I & 3 Lotka—Volterra BB E FY v Ytk > THAZXH
AHEFRICE BRI >TELNI LD LAS TH oS5 LEIONS,

chig, WbWw3 "EGEEM (mean-field approximation) 1 IRRVREYNTH 3BET, bif, #
ATWAEERADIES v &L XIRIERMBFEY, FHL L THEWIITEH LS S &5 hREBBEEHERAT
BYLTW3RETH 3, BEREETIIIKREY, H20E, BABEESTOCEVLBAICE, 20k
REZFBIVEHRIELIZTHEH, bbAHA, BERSKLUNZL-7YD, EEREEIHEYE
oD TBE)RBECE, FET VYL EPERBEC X 2 FEHBEND SN LIE, —AYICIZ, Y
KRELS 2B LEBbNS,

3.2 Michaelis~Menten B R TEE

Michaelis—-Menten (S A XY R-RX V7 V) X 3BEFICOERICE T, Michaelis~-Menten BRI
B (Michaelis-Menten reaction velocity equation) , @ %33, Michaelis-Menten ¥ (Michaelis—
Menten equation) &INTWARIGEERH 2, BEIHEEOME: LT, HNNICLZDOENR
ETb BB RG2EET 2MOTFThHD, 208Mi3, KIGER (XK, substrate) L av 7Ly
7 R (complex ; $iith, MEH) 2ERTIZLTHD, BLAVLETOEYFENRIGIZ, BEICL-T,
ZORISHREIN S, RENTEROBE R, EMKRIC 1078 55 10 M oRBiIcH h, —F4, 2RO

102 208, HAT—MLL T, TAGHN, HEEREBEL T30, RHICIk, TN, HEMRA (inter-specific interaction)
ERBATI LD, AT, TREBMAGRE &, 3L "Risl, 2RKRTALEILOELI—RRLIEE LB,
CDEIURREAVT,

AR RACEMID DS LT, HEFMCMboTW MG, FLOHERBICIIMOI I LMTERLHEKLLT, *
ORMMIZIR, FLOBEAERLES (DICHRR) BhSBEE» S L3 HYRMENR, S ZRAZNIRETHS,

8
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WEZ, BN, 109X hKREL, 2DLIRRATIE, BRCL?, RISHMar 7Ly 2 203, XBE
NRBLINILRETEFETILEIAONS, 22T, 2ho0ORER, (EWHEHEMo%IC) EER
BMHDLEZDILY, EPMICERTH S, < DBERIEH, 20LILERRELZEEL THEX
nTEH, EHRBEERWHA (steady-state kinetic studies) &MFh 3,

BRZE, #K%S, FHa 7Ly 7 2%2 X, £BW% P LB, BLOUHLBERIGRI, UT
OP S RNE. 53 (B

E+si_‘x:=’ E+P a7)
Z DEERKIEH % Michaelis-Menten 8 (Michaelis-Menten structure) & MR L3H 3,
BEREER (17) 20T, (LERISRERICHE ST, WRAOREER [A] L HHBTRALT, 20 ¥
NOPROBERAE LT D & ) 2RI S BRARTRT L MNTES LRELTS :

%fl =~k [EJ[S] - k—2[E][P] + (k-1 + k2)[X] (18)
B KBNS+ EalBIIP) - (ks + k)X (19)
B~ kB + ko) (20)
L = k- kEP (21)

CIT () BWULE (RA»S5OPHOBA, AL SOYROBHLYV) BERERESIE, K
JEBIATERTO E & S OWIMEE Th TN (E)y, (Sl L RYEE, ThONHEEMLY,

[Elo = [E]+[X] (22)
Slo = [8]+[P]+[X] - (23)

PMERDORRICE VTR TR o v, 2h s DFRE [El, [S)o RERELTEIZShTV3
bOETBE, (22) & (23) &Y, dE|/dt = —d[X]/dt, XV, —d[S]/dt = d[P]/dt+d[X]/dt D3N3,
LRHDE I, MRRILLZDOEBRETHY, Lidi>T, dlav 7Ly 7 ARELERETHD L L
T, ERPERYORE [S), [P)iclirT, X BEETEZILOREETHELTE, T2, REA
(23) iKHBT,

[Slo = [S] + [P] (24)

EVIEMEBAT I LTES, X5, KEREORICHRTHM2 Y 7Ly 7 2OBRER/LIZ
MEATEBBLLT, dX]/dt~0, LT, dE)/dt~0 LT3, REM(22) BLULdX]/dt~0 %K
(19) WHEA L THUPNBZRLHS, [E| L [X|%2[S] & [P)TERTE, X (20) 5, BHSOKIGEEV H,
ERS LERY P OREOBRKE LT, BUTOLIicROENS :

V=98] (~ 421) . Gl Kl /K P 5)

p dt 1+ [S]/Km + [P|/Kp
foiL’
k_i+k k-1+k
Vin = k2[Elo; Vp =k-1[Ejo; Km = 1k1 % Kp= ;‘7_2 :

1295 3.1 i CBR7ALLEIERERIC 3517 2% mass-action KEIC & 3,
;ﬁﬁm& (quasi-steady state approximation) , Briggs-Haldane 3, ENMIRMEDH! (stationary state approximation)
LMIhBsZLbh B,



20

- 43
ds

% e

Vin/ 2|+ ,

X | [S]

3: Michaelis-Menten Bti#ic & V7 2 B SGHEE (26).

TDR (25) 2 (—REZ) Michaelis-Menten BIFIGEER , % 5\, Michaelis-Menten 3 & FELE,
K, % Michaelis EZ# & WA TV 5, Michaelis-Menten RFISHER X, BENERGD GELN) KIS
HEEXEX3, RFIR2A—Y K, ® Kpii, dHary 7Ly 7 AORERICNT 2 MERRBESIC k-
TE3, FHaY 7Ly 7J2AREDOERECRH I LD TH 3, ;

Ris# (17) %, FEHOFD TR &k 5 RESHEBIC BT 2 EGBRIGABLBETIHELELT, k=0
ERET S &, Michaelis-Menten X (25) ZRD & 5% (ALMN) REHREEZE5X5bDL k3

__dS) (_dP]\__ Vm
V“‘dt( dt)~1+Km/[S] | (26)

DR (26) TR, ISEYHRE [P) ~OKREHIZ% {, Michaelis-Menten & (25) icBWVT, Kp — +00
ELERCHEL TS, ZDR (26) b Michaelis-Menten BIKIGHER, $ 51213, Michaelis-Menten
REWEN D, COKE (26) CB T BEERICEBEOEHRERFN.IZ, R3DXHich3 Lilidhn
5, TO&)BRGEERZ, MBEBICRRNEZ H83 X)) RMREESICN L TEYTH S 2 LHEd
Sbbhs,

AROMY BT, ROLH i, Flar 7Ly 7 AN 2BEIChR 3 X ) RBATH, R (25) PR (26)
BEYTHELERTILYTES

E+SEX, 2x, 2E4p 27)
k-3 k-3 k-3
ENEFNDOYROBREERMLEZRTBIHTBARIRDO LI Ik 3 :
%lfl =~k [E]S] - k_s[E][P] + ks[Xa] + k_1[Xa) | (28)
Bl Ky [BIS) + kealXe] — (ko + k)] (29)
%t’iel = ka[Xa] + k_g[E][P] ~ (k-2 + ks)[Xs)] (30)
B o ke + ko) (31
L ST T (32)
£, ZOBEOREIN,
Elo = [E]+[Xi]+ [Xs] (33)

10
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(Slo = [8]+[P]+ X +[Xs] (34)

L3,

COFECOVTH, REBREOEMICHRTHE 2 7Ly 7 ROBERLEHREATES L\ ) BE
BREALZ 2EEOPMa Y 7Ly J ACARICRET 22 itk b, d[X;)/dt = 02 d[X,]/dt ~ 0
EVEBEEAL, LROBRFIEAVIE, RIGEER (25) % (26)4, 83 Ky, Kp, Vi, Vp %
RDEIFCEELETEICRIST2RR2M L TES

K. = kekstk1ks+k1kg _ kaka +k_1ks +k_1k_2
m ki(k—z + ka2 + k3) ' 7 k_g(kg + k-1 + k2)
k2k3 k_zk_l
V= —22___[Bl; Vp=o——2-l g
m k_2+k2+k3[ Jo P k_2+k_1+k2[ Jo

COEIBMHBZ, S5 PMary Ly JADEEEL THARTH S, 2Fh, A5 A—PDRE
BHUEDL B2 I THY, Michaelis-Menten RIKISHER D12, BMEFERICBIIZPMar 7Ly 22
OEICIIEMETH B, :

BEIc, BMELEAL, MROGAELZE) X 298 (HEYR, inhibitor) I 2 £ 2 -4, T4
b,

k
E+I;—3EI (35)

LIRS, RS (17) % (27) LARICET L TR 2BEE2ELTAL S, ZOBSOEBYR L BXD
MORIGEED, k), #3.1 HTBRACERGHERICE T 28897 mass-action FE XA T,

dlfj

— = —k«[EIN + k- [E] - (36)
% = ky[EJlI - k-[E] (37)

TREINDIPEEEXD, ST, RIEQN® QN BT 3HMar 7Ly 2 AOBEICN T 3 MERR
BSEBUCIZ T, EROHENE L BEOMORIE (35) iIK2W0»TH, BERRBELEZEMTZ LicT
3. $bb, d/d~0tWwH5EBERAVZ L, PRER K =k /k_ 2RVT, BEOR I BEET
ZREDRICEE VX, XDX5icBonz :

_i[§]_ ~ (Vin/Km)[S] — (Ve/Kp)[P] (38)
dt 1+ K1l + SI/Km + [PI/Kp

V=

SO LRERREAECDT 4 77 AT EDBEERRS (1 I 7 R0OBEET Y ¥ /BARTH 3,
7e & ZiZ, De Boer & Perelson [8] % Huisman & De Boer [18], Borghans et al. [5] & &ic & > Tk X
nT0315, ZI2TR, 2OBANLEEETY Vv /OEIHERNT S, XD & 5% 2 BEGRORERE
AR EX3:

N1+ Ns 3& C 5 Na(1 + &) (39)

ST N; (1=1,2) BEZATVI 2EEABCESVLYTERBEEARBICRZY (7Y %) AE2RL
TEY, CREMEEERARECD 2EER7Z2EBL T3, ZORE, BUHEARRZ, FhfhofE

W _3=0084. ,
ISMERREEMIC & ZHEE T Y ¥ SIOWTBEFER BT OHRSEAD2H D, 9, BHEEWE~OEAINNTRS,
T b X, XM (38, 44, 45, 46, 58] L Xk BEE i\,

11
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HOBMEEREY A AH (REEGH) KBV TERAT2 D LREL, HEFRICAZIHRELZE X 2R E
E LTy, HEERREBESCENET IS HEL2EX 3R KL v TRL T3, HEEAVENLEE
THPEITE, BRLLT, HEERARBICH--E 1 OEERTEEL, E20EELSWMMMBEL B, o 2t
HEERLBELREURERICHY T 2R, <« WHERICHYT I 9 2A—-9ThH3, (39) THEIALNTL
HHEEAERE, M2l 2R, B2l KRAFELLYV T2EMERLERTZ LT
Z2HEHRATH S, Lh—RENCIE, B2 1 2T I LICk>TEBRY 4 X2HMEE 588
H3,

LEOKIEK (39) %, B, HKEL TV 2HAEEABREZREAL-DDICBE R, 22T, IThET
ERRICLT, (L, £YEGHOBARME, BARARCOBRBEHETRED LT) ZoRERICHT
IRIGEERALBETTLUUTOX IR 317!

d‘J'%(‘Q = g(N1,t) = v N2 (t)N1(t) + v-C(t) (40)
g% = 71 N2(t)N1(t) = mo(Ct) = 7-C(t) — oC(2) (41)
dJV;zt(t) = o(1+ K)C(t) — ma(Na,t) — 14 N1(t) Na(t) (42)

BAM g(Ny,t) 13, BIEEEERAICHREL R, BRI ICRII 28] 0oBERONMER (BC24l) Itk
ZEEEY A AEHOFEEEX 5, BB ma(Na,t) &, BRIt icBT 282 nEERD (BIW) AR
CHEE, mc(C,t) i3, KAt B8 2HEAARBTOREGR7D (BH) HCEELL5X 3,

¥ T, Michaelis-Menten HFISHERBHOBA L AR, HEEARBTORER 7 DER C DR
EBDBERY A X Ny, N, ORMERICHRTREATZ 2 L T2 8ENRELMAT 2, HEEARE
TORERT7 OEE C ORMERBBEIMBEERY 4 X Ny, N; ORBEGHHEICHRTEDTAEL, #
&Y 4 X Ny, Ny OREERORMA 7y — iz, HEEARETORER? DEE C B+2RPhic
() ERRBCERLATES-TVLILRETIZLLAETH S, Thbt, 4, £RORHLICBWVT,
dC/dt ~ 0 DEEIZX b, BIRRA (41) X b,

Y+ N2(t)N1(t) — me(C,t) = 7-C(t) — oC(t) = 0

2ERMt oW THAT 3, COBRALY C 2 N, N, OB E L T—RACEER T2 2 LascEhig,
(40) & (42) ISRATBZ L TRAUR2MB Z LATTE S, BOBRIZ, mo(C,t) = 6cC, mg(N3,t) = 62N,
DBE (6c & 62 BRIEER) IK2VT, ISHICEHITAHL I, £, M2 OREGIER No(t) = No(t)+C(t)
2EAT ., CORE, MEERBECIZROBRALHL :

MO w0 43)

CO~ D

(¢
gl
A

_Y-+d6c+o

B Y+

ThH3, BERRBESIC & 2R (43) ZAVIUE, (40-42) X b, BEREE N, & N, ORMEYY
AFIIABRDEHIcRENB18:

kn

Tod = gt - o+ )R N (a0
%it(ﬂ = —8N3+ K(5c +o0) H—%_N}(t) (45)

I EERAOBRIMATH S B, HEFRRBICS >R ERERES7 Y —LRBIRS,
[ ] ORb ) CHEES TARRELRAL T3,
B pis, M2ORBEREE Na(2) IS8l T, Ny 2810 TRMEIEL; BEREE: L TREShATYS,

12
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[}
R}
A

ok + 02 — (7- + 8¢)
bc+o

K =

THD, (44) & (45) DEGHEAERAREICE T 2 05%E%FIz, LiZLIE, Michaelis—-Menten BHHE fE
HAELRENDZHDTHBY, K<0, Thbb, ox+8; <vy_+d0c B6iE, BHEHIc, M2 OEERIZ
BEIED S (e t - co DEF Ny(t) — 0), HAMATORCELBOBEPL, HEEAIHL X4,
HEFABRRICHENLDPTVLBAICR, E2BERTELVIERTE3,

HEELTBRERD, (4) & (45) SR B ROEIESY, LT LS, (40-42) SR 2 RDKE L HSiC
BHLRBRORBLVILTHE, TNSZODRDFENNIET 2012, MEBRBECOBEAI MY LBE
TH3, TibL, HEFARET OEER7EEORUMEEMENBERY 4 X Ny, N, DRSS
CHRTHFIIRELZBECR) SN 5D ODOROEMEVRAZFICLZDTH 305, LIk 7k (40-42)
DORIRICHLT, (44) & (45) D SRIFEA—ET 32 L IIECENICRIBENS 3 LICERLTE S
7=\,

Btic, 2BRAGHOMEEIEAAR 39) 2 X ) ML, XD % v+ | BOBEEROMTOH
EfffiBBREEXTAHE) (i=1,2,...,055=1,2,...,0):

R 0
H; +P; -'-'-"_i C,‘j - Pj(l + K«,‘j) ' (46)
LT, 2EBAGHOMERAARE (39) 0BELAMCL T, ZoRBRICHT I2RORKISHER 2% X
320

. l l
B ottt - A EOPO + 7500 wn
Jj=1 Jj=1
dC;Z (t) = ’Y;;Ht(t)Pg(t) - D,-jC.-,-(t) - ’Yi;cij(t) — Uijcij(t) (48)
dljijt( ) - > 0ii(1+ ki Cij(t) — 5 P5(t) = > v Hi(t)Py(t) (49)

=1 t=1

MERREIMULEMAL, E£ROBA L ICBWVT, dCij/dt ~ 0 PMERD i, j DEABHRITOVTRY
MO ETHIE, (48) &9, R, j OBAGDRIZDWT,

H;(t)P;(t) — kisCij(t) = 0 (50)

VBERA OV THATES, 2T,

Y + D;ij + o3
Yij

TH3, 4, WP; ORBHREE

Py(t) = P;(t) + i Cij(t) (51)

i=1

19% 7, HADK 4.6 TR~ 2 Holling BIMABEIC &7 3 MAKDMBIIEE & L T Holling’s Type II response (¥ 4.2 #i
$M; p.21) 252X 35 Holling DARHBRA (107) K 4.6 :p.32) KL 3MMHERANL OELEZ LTS,
/Y, | | oROYHEES TEEREREAL TV,

13
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ZHATBE, (50) X b, BIRR

H;(t)/kij
1+ Z;‘;l H,'(t)/k,'j
BRoND, ThoDBERR (50-52) % (4749) iKAVhE, EHEREE H, P; (i = 1,2,...,v; j =
1,2,...,01) ORMEHIS41FI7ABRDES BN :

Cij(t) ~

P;(t) (52)

!
dt 9:(Hi,t) — Z(Dij +0ij5) Hi(t)/ ks

) Jj=1 1+ 2:=1 Hn(t)/knj Pj(t) (53)
T = R 2 KsuDi + ou)i SR O (54)

(i
(1
el

Ko = OijKij + 65 — ('y,} + Dj;)
n= Dij + 0y
THD, TORIZ, 2KERBEOAVHEMBOBHEETVICE>TWVS, (53) & (54) KRh 2 lAXE

R L HESROMOBE AT, WHD (44) & (45) TEA SN2 2 BESHNEEAATICBIT2
hﬂmmmwmmmﬁﬁﬁﬁmwlbf&w&ﬁﬁm—ovbaﬁo

3.3 EHBABEEEADL SEEHAIEIEREA
Poisson 35 (CHE S BB EERME - Royama OER

AffiCik, BERAOBEGFMNEELFEALERICANBRICE ST, 82.2 MBS logistic
REBRIEEATE (8) 2 ¥ <. T I TBRZEHIX, Tomoo Royama (WILIARHE) (1992) [43] it X 2%
KEITOTWn3E,

G, Boh-RBREXAAT2H 2@ HEEL 5, REMBROOLTWEIDT, BrhFfhi, SEL
TEEROEWRO-DICMES L RFEEEI LA EDH, BrHRICBWT, (BETRELE
WESTOLIRSTHFINIBED ) ORMESL (i) LWL, T, BLHRICBVT, H2RE*%
B TR ARG i THIHE, bLR, AULRFEZEOEG-> TV IREANEER ¥ bORX,
H30iE, E£RO | BESACEF2ELE-oTV 3 i @ oRIRENOBEETH2HBEE P.() LF
o (1) i, BEHRCBLTEROBMOGLMRVLBESICHFIN MBS ) OMBEEERL, P()
BERZHM) GO LTV 2EGEOBERPOBEEE2RT, T35, Bt HROBERSGBICE T IEED
e h () FHRMME (r), 2ROLIKBT I LB TES:

+00
(k= D (i) Pe(i) (85)

$=1
CDOFHME (55) DEEEFV Y ZICBVTR, EXTVLIEBBRTORKOEFVICOVT, il
MICENBAINTOZEMRTEZZLICERLEI., 2%, BER TEORA-TVIRFLRE S
BER G (£i) CEVLASTLIRENEET 2D EFNFTNOBREZEVLES > TV 3 EEOMIC A
EULB3LVLWIBRTHZ, H2ViZ, FATHELERICOWT (BEENIC) KNLENSHA2B0%2HL

g, BBRDOW 4.6 HTRRS, MEROMKER L AHROFEBROMD Holling ZMABBIZ 3313 3 Holling DRRFBRAK X 3
HEFRYF 437X (118) & (119) [p.35] L OHBMMLMCHLHE I TH S,

14
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TOLEBRTEILOTES, EXATVAREGEMHATEIEROECSL THRCHET 280
ICHFMEL, TNHBBOEVICBMT 3EER CKBEN TR EVLIRATH S,

BddH 7 b DFIERHER (r), 12, BEEROBEE, (r) = Ney1/Nie EEBTEZ0T, R (55) »5,
RO—BILBEEHRS A X1 72088603 :

+00
N1 = Ne- Y ri(i)P(s) (56)

i=1
FELEL D BWEEETIZ, BROBAVLRIVMLAAZZRTTHE, LichoT, BEPR(G) R, —
Bz, HRKECOBERETZOTIREZL, FrittRicB ) 2EERY 4 X (BE) N, CHKETLL#
ZAonBDT, A(56) &34 F IR, HIFLLMETRE,
T, BB 20 (P())i = 1,2,...} 25M@HBEY 4 X (FE) oRET 3 F94li% b Poisson
DRI DDELLEI. Thbb,
i—1 -

Pi(i) = "a °1)|" (i=1,2..) (57)

8B, TIT, w=m(Ne) iF, —BC, Rk EEERY A XN, KRETIEMMAKE TS, 20
Poisson 3% {Pi(:)} iIcZET1E, B HRIZBLTEROBOALE LTV 3ESHKD (MRF) FoE
(e BRDEIICRDBEND :

<00
W= i Pe(d) =7 +1
i=1
PR vi (Nie) 2HEEREY 4 X N, IS0 THBAMNOBE, BHHY A4 X (BE) 22X A2 HhE, (KR
DG (i) D ERL) BEOBALBL DML 3B,
G, BEERRKEOT i BAFTREL TSI BAICHFIN2BED - H ORMEE r, (i) ICO0T,
ri(3). = re(L)uy (58)
ERELE ) AT 2—F i, BEHERCBI2BROELAVICL IMMEDETOREZRL TE
D, 0<pur S1THB, e DEFNEPEVIZY, BEED CEPOHEES ) ORMRIRITTE
EHsH,
Poisson 2375 (57) L WMED 4 (58) % (55) KRAT B L, BERLSEICE T 28 kHROBESHLD
(H6F) WWME (r), BXRDE @O D :

(P =re(1) - e~ (=se)m = gnra(1)=(1—px)rs (59)
RRELT, R (56) &Y,
Ni41 = Ni - el re(D)~(1—m)me (60)

L) BSRY A XX/ FI 7 AnBontk,

BASL i (Ni) DSBHBEY 4 X Ny DHBIBIAM, TS, 7i(Ne) = siNie DA, K (60) 1%, ST,
58 2.2 T Ricker EFN (8) KM T LD TH B, EED/ST A —F 5 13, BEHRICKITIRR
ZOCBPVRDOBEIERLTVELBRTES, 5, =00, E, HFrHRICBIIR|EDBFVRER
{, B4 OBEIHLTRBEZAALTWIZ Lick?, X (8) & (60) DMoNEL, XOEHEETY
VI/RERTBL, RAB)KBIBAIA—F 6 13, BrERIcET2MEHDOBRXHNMEE (WA
RWIE) ORNBEEMIKL, 5 13, BERAOEREZDC3H0OMLE, IV, EOMME~DY
ROBEERBINGIA—ITHILEIADZZLNTES, LIdoT, H228 TR, HEPE logistic
BB (1) 5 5 Ricker 7L (8) 2 M FHE Y- TANE, XKio#RRE, fﬁfﬂm@ﬁﬁsnﬂoi
W2 5900 5 BRE logistic FBALB(RBLLTEALILLTES,

15
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Skellam €7JL

4, EEH Y OMAEEIBERZE A>T BEGHICKAT 8L BA%2EX 5, Thbb, B
kR T i EECERZ2E S ) B MBI H/E D7 ) OBIEE (i) IKOVT,
re(i) = k(1)

EREL L. WS o'cwaﬁﬁ@ﬁn‘ﬁmb!%ﬁ'c% D, WHENAFTEIRERICHHT2BELE
A BT LiZiz?, Poisson 37 (57) L{KE (61) % (55) icRAT 3 &, ZORADBEERLSBICR IS L
HAROEESHD () FEHMME (r) 2ROE5ICBIZLBTES

(61)

() = 37%2 (1-e™) (62)

L7d3>T, R (56) &b, BHERY A XEHS4 T2
Niyr = I%(:'—)Nk (1—em) (63)

»/oh 3,
BER v = i (Ni) MBS 4 X N, DMK, bbb, Ye(Nk) = s N Di@E, (63) i3,

N1 = r';(kl) (1 —emouhe) (64)

&% %, John Gordon Skellam (1951) [52] %, Royama [43] Lt FAIROFE X HICk>T, = OREMIHRE
BB A XERF 4 F 3 7R (64) RMBLTEY, Skellam T/ EHIZNBZ Lith 5, Mo ML
re(1) = (1) D 8 = s DPAITIZ, Skellam € F)L (64) i3 logistic HWHBR L AROE2 /% oM
BRI LMY AT 7 A2E5X5, r(1) <1 ORSITREERIENICEBCAD I, rQ)>1%
o, BERIZHEMCDSEME [RAFER (carrying capacity)] IC#DET 3,

BRANHBICHESHEFBMRE

NDS 4 7ORERNEELIEAY 6 B0 2 MMANMBR 2 ¥ X TH L 5. Royama [43] DERTIZ,
BEHRICBOT, (AR TREZEOE>TOLIBEOX V3~ Th 3 BEOHEE Py (i) %2 Poisson 43#6
R RENS o T, ZORER, Royama [43] BMEEL % & ) i, Poisson DFEICHES 5> &
L E 2 b 2EFDOBMAAIC &L > THEREBNOBGEMEEFMAXEE 2 LT 01F, HYLEIoNS
2, FEXTO3BEEHAOBEOLMIHIMEEROMR S ORI ) H2/EOEIMNEL boT Wi
b, REAMICBET2ITHRAICH 2RNENEET 2B RFHLYTH S 5,

CRIT, TITR, BEX (P()i=1,2,...} 2ROBAD (geometric distribution) TH 3 MWa
REITHES !

P(i) =1 —-z)zf! (0<z<1) (65)

DHEO/ERRDZ A A —% 2z DMEEREY 4 X N, OBIS 2k = z(Ng) &S, BEX TV L2HEBRD
VAXERT AT I 7 AL IBEEGROFELHEETY » JIcBATE S, B rHERICBOTHL
REO®WASVE LTV IEGEHRD (i) FHHlE (n), 13, Z0H4a,

mn=1f

16
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8B NTIXA=F  BSE D LIEVIZETFHE (n), BREL R D, ZOFGME (n), ZAVIE, RE
DRI P (1)(65) BERD X I IKKT I LHTE 2 :

L1 () -1\
20 = o ()

BEeHREBOTIEFTRREL2 A ) BACEIN2MEH D OBREE r (1) IKDWT, BAH
B (58) 2 IRET 272 51, ML RO FECHEBRY A XEB Y4+ 37 2 (56) DRGNAEHLHE
(T LHTES:

1-2

MH=WUWF1_M% (66)
£ ZT,
_ _ 'Uka
2 = 2k (Ng) = P (67)

DREEEXTHE ), BEIH (P(i)i =1,2,...) HERMDBEBEY 4 X Np i L TRKS bR iTh
Eohwh s, AIA—5 5 12, EROBERY A XN ICHL T XYM SHIEME L sRTNER
5%V, X2T, ) IKBIIBNRIFIRA—=F y BEIL w, 20T, 0<vp <18XUO0< we LB,
D (67) THEibhn3 zZ, & Ni OROMKBERE, BEREYA X N BRELBBIZONT, 2k yid:-t i
v (K1) KMBETZZ L 2RT, £oT, BHRYA XN, M DKEIEETEME (n), KEWV, 20O
LE, (66) kD, ROBGRER Y4 T3 7 2HWbhh3 :

wg + (1 — v )N

N = 1 N .
k+1 = Tk(1)Ni wi + (1 — pxvx) Nk

(68)

& T 5T, %8330 T Skellam €7/ (64) 2 BB, HED:D ORNMEIRELE S
TV REGKRICRIEAT Z2/ED ri () (61) 2, {Pe(i))i =1,2,...} 23BMADH (65) THIBEIHAT
SLEDE)RBHEETABRHUTELZTHS ), TOBRA, B L HROBERSBICK T 2EEH
D (RE) FEIMME (r) 4, (B55) &b, XD XHicHETES:

(1 - 1-2, 81,
e = 3G gt oyl Ssad
" 4 Zk s ]
i=1 t=1
11—z [ 1 : 12z 1
k(1) - /o T zd:x: (1) poy In = (69)

COfEEHY (HE) MR (r), 2 (56) IEAL, K5 2—2 z OEGHY L X N, ~OKFHE
vBEXonhid, COBREGDEERSA F I 7 REBEILNTES, ZOMRBRYSA4F 37 2084
MBECIRAROBEZ I THS, HIE, T RX—% 2 OEERY 4 X N, ~ORFHEIC X T, HMdh#I
ARV 77N It avF AR Kb R RBBEZ Ltbho T3 [48,

RMTHRRIBEETY) S ZEEBY A XEHSAF I 7R, B, BAIhIBEGHANR
HEAOREICKECERAEN S, BERABRAEROBEESD: H OMME {r, (i)} ~OBBOKES (58)
RN, K (56) 2o BHINIBERI A XEBHFIF I 7RORESRE2BEELLBEE2),
Z DK T, Royama [43] DERIC & 2HHETY v V0% X 5 3EAENH <, 2hERAOEEE TN
2UHT AR OO L X B 48],
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4: Site-based EF N DOMAR., HMZEAXER,

Site-based €7 /L

AH5Ti2, Sumpter & Broomhead (2001) [55], Johansson & Sumpter (2003) [20], Brénnstrom &
Sumpter (2005) (6] %% Royama [43] DERIC L 28 7Y JDOEX S IGA « TR L 7 site-based T
T LREBEE TV S eERT S,

H 3 EMBEERIC L > TOERFEMOBHIEIRTWNT, Ry FRIEFHLC2BELEZ 3, &
YREGRIIERIFE Y F (= Site”) 2HALTCORAKMTEILDOLT S, HritRickwT, #2T
WEARY FREBRICENT, (BEBEETZ/ Y FOREE p (1) LRT LT3, BEp(3) 13, —
BRI, 2ERBBICHFET 2y FORP L HREBORBERY A XN, RELTEE S, &1y Fi2B
JrEE&EDD (R VHRMEER, Ny FCHETIEERICRELTEEZbDOLL, BriRics
W, iBAEBFET Sy FICBT3HE&EHY () FHMMEE r (i) LBT, £oT, BriR
EBOT, iBEBEFEET 3y FH Y () TYNER k(i) & dk(i) =ri(3) s ELTEASNS,

SEXATOILERBICBIB Ny FREX K, Lt T5L, BrRICBWT, iBEIEET v+
WOV (i) 1, ()i = K, pe(3) THEAOGNS, ZLT, &1y FIB) 2HMOAnREROBHE
VYA X2RODZEBEELT, Bh+ 1 HROBERI A LE2XRDEIICELS

+00 oo
Nievr =) ()il = Ko 6 mie(i)pr(i) (70)
=0 =1

Z DA (70) T & 2 REMALRMEEREY 1 XER S 4 F = 7 X5 site-based TFIL LWiFh 2z (M48H).
Royama [43] DERIC L 2REROBERY 4 X2 ED B3R (56) L KB THUZBE S 2% X 512, site-based
ETFNTR, BERY A XOERIZ, FEWC, &1y FicBLTRET IBERICKRET 2, BbiY
D (R VEmMER, HETIEERGRLB 3y FHBICRL 3, site-based EFA TR, KRR DOE
BRI A XEEDBDIC, BENLAICET @GS D () PYRMEBTIIRL, Ay FREBR
BB RAyFHh (i) FIGRME? 2EX T3 MMNTH 3,

T K, BOERF#E Ny FUREBECL->TRASTH Y, FEEICE 2y FBRMEEE IR
T, FVFLTHIBEITE, NBEDI L, 20y FiI2i fBHEET 2K p, () BRD LS ILE5 R

+o00
2R (70) iBIFB D i r()prli)e

=0
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5052
[ N-i+K.-2 N+Ko-1Y _ o T N
ps() = Ko ( K1 )—( ,—1)g(N~J> ,.131( + K, — 5)

i-1 . i+1 .
_1 N N, a3
(1 KQ)JI__—:E)(K.; Ks) H(K,+1 K) (1—1,2,.‘.,N)

j=1 ¢

REGBN BLU Ny FRBK, DK ERBEITIE, ROBMEYH (geometric distribution) T
gplansz:

. 1 ny \* :
ps(t) = w1 ((n>+1) (1=0,1,2,...)

CIT, (n)=N/K, 3%y +TRET 2REROFHETH 3,
T, BEHRICELT, BXTLIRy FREBBRICEVT, i BHOBEET 5/%y FOEE pi(i)
BROBAIHEIBEAEELTHELS ¢

D= L (e \* .
(i) = g ((n)k-i—l) (i=0,1,2,...) (71)

SIT, (n)x = Ni/K, 12, BEHRICBIT 2y FTHET IEERO () Fa@EzET,

¥, BeHRCROT, (BEIFEET Iy Fo B HGEH D (IR VERME r, (i) 286
ATRBW (58) TEASNBBPAICOVTIZ, (70) & D, ROMBIHRBERY 1 LB 1 3 2 200K
3 (48] :

Ni
ri(1) - {1+(1- uk)Nk/Ka}z‘

COBGERY A XXM 4TI 7 A1, B 2.3 MTRRIEE Verhulst €71 (9) ICBWT 6 =2 DRE
ThhH, RISV IVEOMMMBRERT,

—75, B 3.3 fliT Skellam € 7 (64) Z W2 =B A7, i H 7 h ORMERHRE L EE- T
SPGB REAT 2BAD r() (61) ZEATIUL, (70) & (T1) & D, ROBBIHRBERY L XED
4TI AWM B [48) :

Ni41 (72)

N
1+ Ny /K,

S OB REERY 1 XEBS 1 F = 7 i3, 2.1 8RR Verhulst €7 (3), M.P. Hassell [12]
REOTERSNABHETL (5) TH52, a2V 7R FEMMLHRETT,

RWANGRA2 7 7VROMMOBEL LT, Ay Fic | fBEOAS BEEL BEITH ) KMITHT
bY, 2EELENEEL TR B35y FTCRRMIATRLBELELTHL I,  BEIFET By

Ny = (1) (73)

BN BOEE K, BORICZTAND (RPIZORAOHT) BAOBEFANLE ., 7L AT, $K (56) 36 NP,

24p,.(i) % Poisson 2HICHE ) MAITIE, 3.3 MiTB~7: Skellam €7 (64) Dil»rN 3, XM [6, 20) B,

BHFLYG, EROABELTO T1HG; LiZRSL LI LR, & h—BRIE, THEEERYA X, L1 T, it
BY 14X (53 iREE) OHRMMICKET S,

;;m [6, 20] T2, pi(i) ¢ Poisson LfRICHE S WAICDWT, i BEHIEET I/ FHLD () PIUME ¢ (1) = ri (i) -4
Il T,

b ifi=1

(i) = { 0 otherwise

AL TRRL T3,
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FICBT 2D ) (AR FHYER () KOVTOROERETFTY v 7/ 2EATS

ifi=1;
rk(i)={ (@) =1 (74)

0 otherwise

ZOBE, (70) &Y, Neyr = Kore(Upe(1) TH D, pr(i) A (71) 158 5 BA IS,
1 . _—_——_Nk
=) TN R
BRPND, ZOMBIREERY 4 XEB L F 3 2 213, BIHO BHIEET 28y Fic BT 3l
H:h (R FIGHME r (i) BRADE (58) TEZASNIBAOLTOMEIMARBERY 1 X8
FAF IR (12) LRI, B3WTBRL, 6 =2 DREDIIR Verhulst €7 (9) TH 3%,

Nit1 (75)

Bl 4o —BRAR X 9 I, site-based EFNIZ, 7Y EPIHD L S it E2ETE
HEORM (XA 2L 890, IREORVWBFEEET 2—ELOBYOBERY L LR 4
FEOACNTIMBEFTY VL LTEHATEZXAH28, RHTERLL51C, BRELTHHX
NHZWEETVOMEIR, BRI, BEdL) () FHREEr () 2D 2EEYROFE, B
U, £BFBE/ Y FADEEEE (i) DHEBE~DKFRICLI>TREINS, Buditug, @Ekd
e (RF) FIHRME r (i) LERFE Y FADEERE p.() DEAFICE > TRE REBETFAH
BEny 3,

BIIMTERL - BHETY /TR, EXTOIHEEROZMIELY, b, KHNICEAZINT
WBEWVR3, Thbb, ZHIHOKIFEICEKEL -AERACBEEMHEEERD S BERY A XX
BYAFIVRAETFAVEMRTEEALTH S, X RENCESEROCZMOFEGLBAL EEE T
AMEZHLT, O UBEETY VS E> TR EINIEEEFLVRIEIZMETI (semi-spatial
model) 3 LRI L HTEBXS ), AWTEREL I, COBBEEFY v VIciRE SR 2RO
BHY, FLOBHEFY VY IAORRE, FLOEBEEFLVOBREADIGAMEETE S,

4 BRYAFIIX

4.1 HEHBEMR

HRE (predator; 7L 79 —) X, HOEYBOBELES A TAIEYEET, CORSDADNLS
OEEM (prey: 7L A) LR, —MC, BHMRER (prey-predator system, ¥ 7-id, predator-prey
system) ki3, B, RIEFLADNIFOBMRICH 2 — B LOE&YEERD & % 2 MM (inter-
specific relationship) , b L X, B#MiE (community structure) %##L T3, EEED, BAEc
HLT (R RiE, BOHEOLHK) MorORBEMAZZ Lizdb 372252, —Mic, EMEER, B
REFMEBLZELILE2VDS, AIELALDNZEOMFICEVTIX, BELHNAEEORI BT
332, 2% b, MHEGRIZ, BREAGE FATIEOEE) Ci->THAIhIEDEATH 2,

EDXI %, FAT2ELFAINIBEOBRL LT, £HPNCEELRLD L LT, F#4 88 (parasitism)
2L -BUBYR, EE (parasite; /VFY A L) L8 (host; ZRF) 33 pfiRHLH 2, BEEORFE

2Tp(i) H% Poisson 751 5¢ 5 AL, Ricker EFAMBWINS, M [6, 20) B,

284, ThoOMAEabIITizhy,

299 L i, BUGHMABRET L, BFEMEFN, vid—bo L ryEeFAly,

30Filipe et al. (2004) [9] i~ & 3 FIE.

AMAEICHL T, AL LVLIBRUFLLIELIZBVLLRS,

LML, bHBHA, ZROEYNEELICRVAIRREFLDZ LIZTRTH D,

BHEELLIRUL LD D, AWTIE, FEELHMUXENORIZZOBULBES LORLZITEN MBS IMELVWIBY%
BAET S, BELOIBYREPATTH5LVIBOD S, ¥, Hic, MATEEOREI M¥E) LuIBgee,, zall
NOWEBRBORED MHE, LRAUTILLH3KITH3,
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ENOFERRAICOVTR, BEOBHNNDHFE (ectoparasitism) & HER~DHFE (endoparasitism) %
RATED2, Z2ORRCE ST, FECL->THEEDREMET 2 L) FEE%, 15, BXends
FHARFTEE (parasitoid ; /S FA F, IXF9 A F4 F) LEsse,

T, HRFEFEEBRCEBOTIR, FEAEZEL T, FE2Z2I-BEEEITHATCLEIDT,
HABBLZEL T, MAZRILHEHEGSEATLEY (BbhTLE)) BRLOBELHELK ., 20
FifEomE s, H-HAERRCETIHEETY 71}, LIXLE, HaFeE-mElRcMT3
BHEETVVI~LRER-ICAXNS, £, 20bdH 3, —H, el FEEH/IBRICOVLT
B, BER, ZOXIRNVF—2REECL>TEOLNZE I TH-T, FLEBICI>THET 2 b TR
ZVROT, TORT, B E-HREBREZRETHS, Lo, i, FEXZIETEE
5, AFEDETS PEMBHOET LIBT3 LT, FEARMEZEEROY 4 XEH
FAFrI /A KEBESEZ30RALHTH S, Lirl, APBYOBRICE T 2BAMEOFED LS
R, BEDBBES AT I 7 ACREENLEELEZ 2 WHFEBROLEEL) 3,

42 BEBEOKE

RREORMAEN L LEADOHEDERIL, KES QT TROZODERDP SR D LHX BT LT
% (53] - WAVLGE (numerical response) , #HMERVIGE (functional response)., BRI iZ, FABERICHKEL
HREOBERY A XOEB 2L, B8, BAGRICEVT, SEEOELICYT ML | Bikd
Y ORUKHS L IHAR (Thbh, BMEY L REARE) 0EHLEL TV 3, Bio, ##Fi,
BEOB%KTO, BAEOHATHOEN BRROBLLERZHELH2) 2 KBRTIHDTHILELS
ZLdTES, .

1959 £ Crawford Stanley Holling [14, 15] 2 & 3, TROMENIGEICBIT 254 7983, B, L
ELEMANCAVshTw3 (K5 £8K):

[Holling’s Type I response] H&&@EEDH 7 h QMRS hHARS, HEFC (1T HAL
THINT 2%, H2MEEB LKL TIR—FICL 3 X5 BIEE.

[Holling’s Type II response] fi# K LFicN L T, HAEMESD = ORMAIEMS - HELRIZMN
m¥ 355, ZOMMBLEEE LR CHE-TETL, BUHMHA D FEARIEICMO BIN) ¥
MR Z /< & 9 2I6E,

(Holling’s Type III response] SE#E kAot 2 MAEEES - H OBHMS - h HAeRoMN
B, HbIEEEICRMAL, 2OBERLEL-EEE LR > TIRETT 2065, BARN
bl-hBEAeRZ, STHO (MERAIN) MmphEz#L,

CDEXIILBABOREROEEEIIN T IIREDR I, BERYA AEHSAFIIACBIBZKE
ZBOEELCSIRIFERLRYIZLbDTH B,
WTNOBRRIGEICELTY, BAE | BEoRURES - ) EARI, +oXEEROLRICHL
TEORMENE DS L ZHFICNEL 2B, wbws THiITL, O¥EE_ATR S, Zhil,
HBAZECIIMABRIC L THFWNICAE T2 2RAEROFENTRENTE Y, EERNEOLR
RAZEZ 23 EHCBECE, HRECIIBREEY HEREZOLOLN L, BAYRICI>TES
SRAMCEBRELTHREZ L VHIERITE S,

Type III K2V Tik, ENNICEERICB I 2H28EEI I3, BEELRICH-T, HaEHEED
72 ) ORURMH 7 H BEROKMMEINKT 20T, ZOHEOIEHBIZSPERICRS, L2, &

S4mMYTId, WEX (parasite) LHLTMAFEREHETCEMNLIILIZSHBLITHE,
BENBISTECR S ZILVIBKRTHY, HATEOBEOL I B TFHBL VI L LB,
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Typel

MRMIRNLOORLIMB AR

ASBRGRE/ASTR S

& 5: Holling iIC X 2 A FEOMBENTED Y 4 798,

NECEEEICB VTR, SEEOLACI 3T LHOWASED LRAMEAED LRICHE®(L 23,
AR EEECR2>TL 3L, LROFADEIBAYRIC L I2FAE LARDIAFHIHE M LI
HHSHEBTELRA, HBWIE (F, Zoi0), ANNICEEECBI2EEFELRCE-T, B
BREDOBOERRK - HMEND LR TS (Holling (16]) &2, EEEN»LRHPAILREIC, HREL TV
SEBHEBENORRB N ERERICMS LTV 2 (Hassell et al. [13])) L2, SHOBNER (bLCIX, &
TP ; shelter) BRONTERY, HIMEFE T TIX, HIHRLSBNPT, HEC I IMARD, H
DB > TR o T3, HREFEENSE 2>TL 3L, HOEROYRIEN, EEX LR
KEIBREOLANAICLR? (EFEEELRAOYRIBL 23) Lt vokEROFIDZ LtTE S,

4.3 BE-RREEEEHYAIEBHTIFIIX

HAasE | EEc X s RS- AR, —BICHOEEL LLICKE(LRBELH, LHL, £
NHWBICKEL BB LREIIN, TOBOEELEAROMRCHL THBENCELTHAL I, S,
HMAEEBES P, SEENH THABAIT, KA ICBTI2MAeE I Eic: 28IRMS - H BeRE
f(PH ) EE%, BAERYAX (BE) Picks (] B At o8B 2 BARE AY 8,

AY = f(P, H,t)PAt + O({At}?) (76)
LRINBEHEEL LS

PAZEBNK f(P,H,t) i3, BHAticB I 2HAE | B (BAFRUBERY 4 X) ik 2 BHURMND
HEARTH 255, AW, ROLICHEREROLDLBETES !

af of
35 S0 37 20 (77)

R, BR(T7) % (P, H,t) ST S RIS SRV LI b TiREY, R, HIBEE
TORAEEED LRI, HOBBUCENCHBALH2THS ), BAEIL LR THAMNICHEOR
RiChh, TORRMMTOMBEROBE LD CRRYEHM ERT 20, BEdHih ORERNLL
AERTZEIHILBPBETH S, TDXILEAECER, HIBRITCOHAEERD LRIZHLT, f(P, H,t)
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BRINL, S5R3MAEEED LRCNL TR, BRE | EESH:) OHEHOH Y U ORI OYWRICTL >
T, f(PH ) PBLTS, twHI&I% (PicBIL THERD) B2 oMK f2EZ 3 LN TE 3,
Robert May [29] 1%, Z OB f KT 51+ 3 7 2%, HAFEOMENILE RIHER) LWAX, May
DEAFICATE, HAEOMBIIEE R, BKfFOBECL>TEEEFY L /INBHDTH S,
WAl TR 2HEEESE H = H(t) £ L, Bt » oM At o8 2EEEOE(S AH = H(t+ At) -
H(t) K2WTHEX 3, HEEOENE, HAKCIIBRERLHAEEE IOV EOESR (K -
) BRI STELZHDEEZI SN EH S,

AH = -AY + AG

EBCZLICL &Y, 220, AG IR, BHl¢t 0580 At B T 2EOEFERIZ X 2HEEOELY
2RY, AG X, —MUC, HEE H, B, B AL ICRET S, k5T, T ETOMRRBICED,

H(t+ At) — H(t) = ~f(P,H,t)PAt + 0({At}®) + AG (78)

H¥pNn D, HOEFAREZ, HICRETIHM  BRARLBHABRICL > TEE 22 bDTH 3,
R (18) iIKBWT, Wik At THD, At - O0DBREFZL2 L, KRELT, BREGROY A XEHS
ATE7RZ, RDOEIHIKEIAENS

dH(t)
dt

ZOR (79) DEDICB YV THEGROEFRE L HH 1K o(H, 1) 13,

=9(Hvt)"f(PaH’t)P (79)

Alix-!}o % =9(H,1)
twHBRERTLOTH S,
—%, HAEBEROY A XEMY (TS 2R3,

dP(t)

Tdat
THEABILNTEL, H-m(Pt) i3, BAEEGHOMALANOERICE 294 AXHEBEZELTY
5, BHAOZ VAU BHEREEZ 2451, ZOEH -—m(Pt) #RTOR, BAKEORCICLIBAE
Ay A XORPBRTHYFIEMEZ L 5, B F(P,H,t)P BRI 2HAZRERONMAE % R
LTw3, COMEBRE, MEGHOMAICL 2HMPEBERERT f(P,H,t)P LtEELBRICHDEREK
25, —BEICiZ, ALSDOTREVEEIBZHBERTH 3. (P, H,t)P DEMNETDI3, HEEGHDOHE
RICEZWIEETHEDIINL, F(P,H,t)P DESET DX, HASBEEROMMEE L 5 ERRK
BODTHB, —MUC, 100 BZDEEHAEL 795 L\ oT, 100 MIDOHAENEFT NI DT TIREL
L, 2HEDOWEZHR/LTH, MREX2EET I LRBOR,

BROBMUBEETY VX, F(P,Ht)P % sf(P,H,t)P (x RIEEHK dL X, EROKALICE
WCHANE L ZRMOMEK . = k(1) LB ODTHB, Rl id, LIELIE, (ZR¥—) BHEHK
(fenergy] conversion coefficient) & MEiZiL3 DT, HEREHLL D SVOYRTHRASNMICHS T
20%RT, COBBETV L JICBOTIR, SHEIGRE f(P,H,t)P X EdtNiZ Eh3 i3 CifAE MR
B F(P,H,t)P HHIRICIRT S ek 3,

Lo L, —Bicix, Ha#® | @b ) OEBEGRE f(P H,t) i3, SSDGRE f(P,H,t)P HMAL
7o LR TRINT 3 LIZR S 2\, i f(P, H,t) HRE 1 Bdh b OMME F(P, H,t) CEHERD

362 ZT, AH b TEGRER, LOINL, AY 3, [HARE, THIH, PINAE TEE, THI», AY iF, MLER
H-DHRR &> THRP L EEERORPSY, Thbh, MEAGRERORIIEELTHE,

—~m(P,t) + F(P,H,t)P | (80)
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ZH5DTHEH»S, f(PH,t) BERTHIE, F(PLHt) bERTILOIBRERIEZD 248, 20BHR
HBIey &8 2 3 R, —BRIICIZ2 v, BURKRESDICHETIBMMEATENE, —RIC2DH
RICESTRBONDZZRINF—~OERMYRIFA TS, 2 kg AL BATBONZ IR T — B, 1
kg R LBACBONII RN —BD2METREL, — WIS, 2EUTTHS, COERLLT
LIZLIEEToNn20i3, HRL-EOMIBRDET TH2, £ENLHEYNLBEORIE2EZ 2
AKBROBRIZ, HEFAROVEIL)I 3, 0L LURLBEHHY A XEBSA T I 7 RICHATIHE
iZid, F(P,H,t)P t f(P,Ht)Pi¥, PR H (X5i13, t) DERELTRER3bDE L2337 TH 3,
B F %2 fOBKELT, F=F(f(PHt) TEX2EZFVBRLMHATH 3, LRRORD MBI
&, FOREOBRRTH -8, —MiZ, F RIERFEETH2. RAEORMICMT 28E252 3
BRET) Y JICBVTHRF O5XFNEETH S, Robert May [29] i, ZOBIKF BRI ¥4+ 3
7 R%, BAEOBMINE (F42Mi88) LWAK, Lo T, TOMay DEZLHFICYTE, HEE
DEANEE 2, BB F ORI > TEREFY V78250 TH 3,

Lotka—Volterra BRB (Lotka—Volterra predation process) &, Lotka-Volterra B {E&RMIEE
PR 2MAARICH L CGEALZ-bDTH S, Thbb, R (19) KBVT,

f(P,H,t)P =~(t)HP (81)

EVIHIBBEETFY VTRTHELDEBT, (t) 1%, BEABOYRERL, ERORH ¢ ic&\VTHEME
L3, JITR, ~BOCKMOBKRELTEX, COBHEEFY VTR, BB, f(P,Ht) =+0t)H
TH36, MAE 1 BED: ) OERNEEVNEEEOAIRELTVIRETH S, EEESEICL
e, RAaE 1 EEH-HOEFEDEELFICL S, B41 TR f ORR (77) BBESICHMh
TEY, R (77) K20TH, (FFHBERYVILD) BHRLBESLLTHREZZIR T3,

—7, AL 3HAREAROMMBEEL BT (80) KB} 3 (P H,t)P oW Tit, B4167
BRI X 3142, f(P, H,t)P % Lotka—Volterra B EEA TRE N30 5 L V20T, AMC F(P,H,t)P ¥
T 2 Lotka-Volterra AR EA TR I N3 BMEI R\, F(P,H,t)P BRI DI, BAICX->THBLN
X IN¥—-HEAEEEEHONEARICERINI LVWIARBTHY, —BiIc, HUMKMS-IBRE]
BEICX 2HAR f(PH,t) CHEIT2HAE 1 @ik ) WME F(P,H,t) BERT3 LBV
TH3, LL, BOBMEIBEETY Y IL LT, F(P,H,t)=xt)f(P,H,t) (x(t) 1%, EROKEH ¢ i
BVLTHR) ¢BE, BURMB-IVEAE I HECI2HARCHET2HAE | Bikd b HMERH
RRTIPELEADZILNTEBZDTHY, Alfred James Lotka [27, 28] & Vito Isacar Volterra. [59, 60]
bIDFATOEENLEHET) Vv /L H-MAEEREER L. bYW 3 Lotka—Volterra TVl
B#&% (Lotka-Volterra prey-predator system) & i%, (81) ichlix,

F(P,H,t)P = (t)y(t)HP (82)

EVIBHETY VIBRAINTODEET. 28, Lotka & Volterra D BEJICH X - - AR IZLL
TDEIRbDTHHT::

dH(t) _
Tda
dP(t)
Tdt

raBI(t) ~ H () P()
(83)
= =—0pP(t) + kyH(t)P(t)

4.4 Nicholson-Bailey €7/U

A=A+ 3 7DORR¥E Alexander John Nicholson & ¥E¥E Victor Albert Bailey i, HABREIC
WHYB5VEO>DOWEBETY » 7% 1930 FRICFHERL 72 (Nicholson [35], Nicholson & Bailey [37]) . %
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BHE= 7%, BE, Nicholson-Bailey E7/LE L THATH 3, Nicholson-Bailey € 7Lk, FHEEIE
FBIR (parasite-host relationship) K&} ZFEBRY A F I 7 R%EKRTLDLELTHRDOND Z LH%H 0
P, BH-HAERCBIIHABBCHTIRBEEFY VL EIZILLEBTHS,

Nicholson-Bailey € 7V 1%, HAMEBNLEREFHLEEL EEETFY v N koTHlEINS,
G, BEDYHHBGHEEL Hy LB, BN - HEARBRAVWLDET S, #X1TH 288640
HiEZ S EL, 20R, FEED, H2EHE I, R DEREZERL-LLT, FEXhhbhok
BED (FATOIHERLETOVY) BEREEL Hs) L&, EHIY, HO) =H, ThH3, Dt
g, ATV 3HBICBI ZTEEDOREEEN S - Hy THH, FEE2R I o-BEoRBEEEIZ
S-H(s) TH25»6, FEERILBEORBHERIZS Ho~ S5 H(s) TRENB, &oT, FEEVE
Ms ZHRRL L B, FERXRILBEEOBBRFEESD Z(s) 13, Z(s)=Ho— H(s) TH 5,

TEEDE S ITHIER As 2BRT B0, FEEZITORVWEED (1) BEREEOELE
EZTHE), FEENZOBNER As 2HBET 2 MICHF 1 IcFEL BRI BEOMERL, FEEVE
s ZRRL-BAICHFELRITI LD o L BEORBERLS - H(s) TH 345, S-H(s)—S-H(s+ As)
TH5EAi5N03B,

—BUC, FEEVRRL-ERAOLTOBEIFELRIIZ LIBORVOT, 2Tk, HEEEDS
HOLBLHEEBREL ERAOEE | S ) cHFELRII2BELRZo(H) (K1) EBZH, 2D
WESNZRERIZ, — BN, BEOAGHERICKETILOTHZLT S, LidtoT, BRL-KIM
RERY s THIHEEDY, S 5IBUMEK As 2RRLBEIC, ZOBNER As ROBEOR, F4
22 EE B Y %

o(H(s))H(s)As + O({A4s}?)
¢33, TRbb, FEHMBINAR As 2RRL 2L 2D, HERRILBIEEONY AZ 13,
AZ = a(H(s)?gH(s)As +0({4s}?)

TH5, TDAZ X, LTHM, FEEHZOBNER As 2RRT IMiIcHF - HFEERIEEOHE
HB S H(s)—S-H(s+ As) 2 REM S TH-> T, BEREELTLIICHEL LS L vhs,
H(s) — H(s + a5) = ZHENH )48
RWULNG, @L%E As THIE, As — 0 DIERT,
dH(s) _  o(H(s))H(s)
, ds S
EVIMIABANULNS, ZOMIEERUZ, BRANICKDL S IcRITS

s _an (85)
§=— —e
/H(O) o(h)h

Z DK (85) A%, WEEVERL - RWRER s OWMcHT 3, FEXOTOLLRVLWEXOBREREE H O
ELERLTWE,

B b AR Nicholson-Bailey €70V N B EFNICOVT, FERE o 2 ERERET 5. =
DPEITIZ, K (85) DM, HETET, 2OKR, RO &5 L EREM-KRFEE T HEOMRRIN
o2 (W

+0({A4s}?) (84)

H(s) = Hoe7%/$ (86)

STE i3, WEESIREIOR By ThHY, BEEE TER TRRLI L IEE,

B I TRRTRIKEET Y v Vick T}, EM®F4E (multi-parasitism, polyparasitism) X E¥BE¥nTwiv, T2bb,
HEIEFECHLT, AROFLEREIFLETEI L TIE, BHFERZIR, FEBFTL-T, S5X3FEONRELT, AV
YPENRTHERSRVOT, WEBR > TERINZEEWEERENIZ, REEHEMERZ T2, MFERTAERD
EWIC AN 2w,
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Thbb, FEINTLRVEEOBEHERRZ, FEFOERL - RBREROMINICH U THEBIK
BICEA T3, ZOMRBRR (86) &, FEEHERK s THERL L &I, FELRILBEOBEHEE
Z(S) ti!

Z(s)=Hp- (1 — e‘“/s) (87)

LRINDZ LW HhNB, .

EIAT, EATOBRHEBICK T BFEEOMEEEE P LT 2% &, HEH X 3EERED AR
Mbts L2, FEE | EES ) OEERRORKRLER (OYRE, 25\, VM) 3, s/P
TEAONBZ Lichkd, #2C, BAURMS:HOHFEE | BEIC L 2ETRRENRE o (EEXK) 85
ABZEIRTRE, H4E PHEBICXIZERUBMS Y DBEERRBER (DRI 3, oPTEA5H
Z3TLiceh, HERCIZEIRBORRBERY s L2201 Hh0 5 (M) Bt X, ¢ =s/aP
Thd, &oT, oFEEAWNIZ, K (86), X (87) X RDXHic, Bt oML L TRKMELE
RIACEHRTES

H(t) = Hp-e oo®/S)t (88)
Z(t) = Ho-{1-e ooP/%0} V (89)

FERRILBED (V) BERER Z(¢) 13, FEERYK P MATHIIMMT 2435, FEERIONK
Z2oNT, ZORMBIWAT 2, O LZ, FEHIBESHOBFEEIMEEREE Z2(t)/P 1%
GXB P OERBABRICRB EVIRERIRKUED,

T, BEOEMIZ, COFERBBREZ > TV 3RBHOMRICHY, FEEITRBEER, ZOKHE
BMICRHESTEY, ROFEBBETERACTILOLT S, FEBBHEZ > TR 3MMORIET L
Thid, RN(88) kb, ZOoFEBBHLOENZZ LOTEZHEEOMUFMERER X H(T) CEABZZL
NTESB, 2%, HT) BRMEBCNDEZ LOTEZWEDBEREE LR, BXOBEURERD:
HOBEEIT3, BUBEREREHHOKMEEE RH) LT3, Thbd, FEMMEKTRICETS
REFEEEOMEREREL2 H L LT, ROFEHMOLD BT 2 "FHD, REEETOBEBIERD
RH)H TEZon5bDLT 3, &6, FEMMRTRORFEW/ELIROFEMM E CFETRLR
BTESRY, o, KMEHE2LOBEL QH) THEX 2, —HBMIC, ZOBREREQ X, RKFEEE
DEGRHEE H ICRETILDLLTEALK, 2T, BLEHOFENRHOTDOXEFELEBEOREE
BERL H, TREE, COBMORDLY BT 2RFEFETOBEGRERE Hmd i3, X (88) &,

Hznd = er—aa(P/S)T
TEZonED5, B+ 1 BEEOFEMMOMO DRFEBEDEEBHEE H, 3, LROERELD,
Hyy1 = R(HP™) - HP™ + Q(HR™) - HP™ (90)

t@ons, MOLWAMNYL (HMik) Nicholson-Bailey € FNLIZOWTIX, KME R & RERK Q 2EK
RERICEKELLZOERLERET S, 75, R(0)i, RDXHicks:

Hiy1 = (R+Q)- Hy - e~o0(P/SIT o)

B OWELEMEY P 12, BRICHOLVOERLEET S, BHEGRSY A+ 2 7 A8 3£ T, 2OWESRRENTH
DM TIZH 5%, WESEE KM & 5 HEHFNMIEMENRLEERIDZEDTREMANIZEALTHS,

O 2 TR, BMIBOTEECLIMEIRREBOBMIC I ZBRIFI TR, WEERBINI D LICLSBFEXOER
DHEDOETOBMET Y v 7 ~ORWAKD2VTIZ, 7oL A1, FEH | B X 3 MTHRMB 7 HMTIRREN o HFEERBON
MWV o =a(P) THELTHARENELONS,
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COR(91) TRENIBEIMEREROZMHEH S/ 7 = 7 225, BLBAMIC, Nicholson-Bailey €5
WERENRZ b DTH B,

—7%, BEFEEE | @D oEEL, ROFEABOHEICBE TF 3 HEER/BONISEE po £ 8K
¢, LEDORE TOFEHWMTHREINIBEBERIZI S Z(T) TELoh 256, IOBFEFEEGL
RO CEESNIFHROFELEBEY (DIIFME) 3, po-S-Z(T) L1 3, £, LROBIOBEOK
BEFY VLRI, H3FEMMCHEEESLToFEENROFEHME CEERY, 1o, 2
DM TOFLBRICBETEIRNE L OMEL 0 LT3, FRICEEINFESFEEORDEENY
HETOEFERRI p KEENTVBEEZ TN, —fCE, EFERCHFEEEERICRT 2EEDR
BHET B LEINL, po i3, FRKEEIN-FEEB/GL, XOFEMME CRETE 2FEEMG
Lo ERHEMOBMBLERA LI LNTES, JITR, BOBMEBALLT, p Lo biticE
BTHIBAITOVTEZBILicL, BrABEOFEHMPOTD BT 2FEERE P °HEEIE, =D
WMHOFEBRBICI>TEEINZ ROFEPMCBETIZL0TE2) FROFEERERZ, X
(89) £ b,

Do - S . Hk . {1 — e—aa(P;,/S)T}

TEAONhBI Lichs, BETIFEEMEREERTIE, B k+ 1 BEOFEMMOFDIZEY 3
(FERNZOD) FEEYR Py ZROE I CUL T LDTES

Pet1 =6Pc+po- S Hy - {1 — e~ o%P/5T)
FATVIRMICBT 2FEE (VYY) FH P, = P./S ORHEH L B TEBRICEEIZRO L S ick 3 :
Press = 6Py + po - Hy - {1 — e~09P+T} | (92)

BRELT, R (91) L (92) 4bET, FEEMGR LELBEROMD A+ I 7 22 BTHBETL
BRONIT EICEB2, ZD2RTTMEBSYEFR % Nicholson-Bailey EFNL EMET L bd 3,

R (91) DBE, FEHEVOLRTIE, BEBERY 4 ZOSHEMZ, SHEAE2ET., £oT, 2D
BE, EEBGRY A X2, Yo BR) CWET208BICHMT 3, Kik, TOZ L2, FEENGT
bAUTH S, Tobb, FEEEERI, Yo BR) CWDET 20, BIEERY 1 XOBMBORMMIC
o TRBICHMT 2, MRS L TO CIBEICIE, JERNICAE LIRBIZ AV 228 EREY 4 X DR
PEZ 3, BF¥NIRAROBHTOTHHLOBEEREY 4 ANV OICH B Lidhvd, HEEFLLL
TR, FERICAZREERY A L2203, BETILELZZLHTES,

A (91) DBREIC, FEELHFER S IIHEEM/ERIMBICHINT 2 013, BZEEROMMICEERA
TOFEBEDRPMOTORL»5TH S, BERNTOTEDRC L 21N, FLEELFEDHRS,
EEREGHY 1 L3 b 2 HRMECHB I N84, R (90) B 38K R(H™) + QUH™) DB E 7
Yy TiC&H>THATE B, ZOMEDH! Verhulst EFLTEL SN B2 61, BEEIFEOHRS, BXHE
By A X1, NIA—FEDAEC L ST, 3 EMEICHBCIEDET 25, $ 35443, Ricker EFN
TEAGN 40, FEEVTEDRE, BEMBREY A X2, 17X —FHICKEFELT, BERSES
5 EBRORMEERR, 1A AEBHERTHEELZ LD, LI 3, ChoOBEIEECHAOBEYNRE
¥ AL 7z Nicholson-Bailey € FMICE LTIk, B65RT & 512, BMERSBETIZ% , Neimark-Sacker
2L LRI B ERBROIEHBN B3,

41Nicholson-Bailey € 7\ (91) i3, 488 % Poisson MBI X 2MEMBL TIHEETY v Zic k> THBIHTRS, ¢
i, XK [48) 2B,

427721, K (91) DETD P/S 12, P THREMAS,

43Naimark-Sacker FBELIREN 3 Z & bH 3, Sacker-Neimark 8, secondary Hopf 48k, torus D% L L bRIFNS,
Neimark-Sacker Z#IZDV>Tiz, BIX I, Seydel(50], Kuznetsov[25] /N [24] 2 BRE N\,
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N Ok A ®

X 6: BEEGHAOEELYRELEA L7 Nicholson-Bailey €71 (90), (92) i & 3BHERY 4 XOZMXBDOER
ROLIEEE, EHLRDS (a) Verhulst € FABMOBE, R(z) + Q(z) = ro/(1 + 0.5z) ; (b) Ricker € FLBDOBA,
R(x) + Q(x) = roexp[—0.5z]. 0aT =0.5:6=0.2; po = 2.0,

Nicholson-Bailey € F VOB EFY) Y JICBWTIR, BFEEZEERZ, FEARIISIZBRASINS
CEIRRBLEVIHIEREMRAIN TS, 7256, Nicholson-Bailey EFVOEEFY v iz 318
FEGHERS (> I 723, BRERCELVTHEINBESBRAEINILLIBBLAS L AL T
ZEATES, Db, Nicholson-Bailey 7/, SH-HAZERCHTIHBEFYV L LTHEHRTS
ZELHEARDOTHD, 2ORE, KX (89) M5 XD Z(t) i, HAEKICLIRKH ¢ I TCOMBEAREICHY
TEDT, ZDZH)TEALNB X572, HAKCX2HENROBEETY 7%, Nicholson-Bailey
BEARBLERC LITCE 3,

4.5 MBI Lotka~Volterra R IH R E R

FEEBIMRIOTTIEEETVHAICHRS L, H-HRERCO>LTOEREBREOEE T 7 L5
RIBLV, BLIGTRREX )i, BAFEEEIMRE, H-HBAEMRLELTH2H»S, A
FEHEFEERICOVTOBEETFNLVIRZ, H-HAERCOVTOEEETFVADIHENEVE bHZXS
h3, LZah H-BRERCOVTOEHEFLVEL TR, ERNCEIABRAZ AV EBREHARD
BHERETVHARBERTHD, $/, BARERCHTIMAELLTRHLTEL 23, LHrL, BARKCE
BEERY 4 XEBICBOIBR (XM, BT, BHEALRY) 0% {1k, ARNICHEEKNOLERTH
3, ELT, BAVNFITEIHEGHI A AEMOT—5 b, X, KERENLERFAITHS, oMK
T, BEERBEOHE-HAEROBEETY VY, BHEFAMTIC Lo LELMRE>THESLL L KV,

B, REEBSFRAREAOERERREER YA TS 7 ABFAVEHLT, 2OBBOE
BENERERBTE2EZDHBAREBEAT 38R LEFUAX—LDOWROP LU STITOOA TV S
(7, 26, 31, 32, 33, 34, 40, 41] %%, EEIHRBOEEET) > 7L L TOMBICE CRBRL Tvizyv, B,
FMOEZB T X 2R [49) IS & b, ROMBIEAREME-IHRER T 7N 58I RE D Lotka—Volterra
Bff-fAERETN (83) (BHRABOBRE) IHIGT 2 EENLER 2R T 2 (dynamically consistent
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7: ¥ (H, P) K1) 5 MREIHRBD Lotka-Volterra B MAER € 71 (83) (EHMRM) & MMHATE-MN
BERETN (93) OWll, N2 200%R4E (BA) 25 ONEOKMIN, WEDOHBISEEHREE LD, RED
MYEEIHAEE 7 LVOREERT, BREREEFLOMBHEIZ, FHBEICKREL =PUREYL (neutrally stable)
B (RM) Wi, MEIERRE PV OREGHIZ, FINMEICEREL 7-HthiEo L3 ARL LY, Zo0EFN
DD dynamical consistency %L T35, KALUGEEHRRE 7L OMBEORMBROME%2TRT, (a) h =05
(1500 27 7 7% ) ; (b) h=20.0 (3000 AF ¥ 7¥T), rag = 1.0; v = 1.0; x = 0.01; dp = 0.1,

2) T dtbhhot (R78K):
Hi41 =™ H {1 —T14(P)}

A (93)
Ppyy =e~%0h {Pk + n%’ﬂi(’% - ™R} 'Hh(Pk)} :
T,
_emh-1 _eh_1 __ ¢u(hvhs
ou(h) = reg ¢p(h) = 5 Oh(Pe) = T+ en(Fe

THH, hPMBERMAT v 7R THZ, BEFMA Ty 7 h ITE 17 5 BRBBROMMEFSII, iIcXk>T
BINTVBILFERZILNTES, YROZ LTh 22, HOHERIC L 2:8PEtRED Lotka—Volterra
BH-AERE T (83) IC& T % mass-action B (Lotka-Volterra B) #HEEAEOMMIMAT Y 7 h
KB ZRM (M) 2B mass-action FTHRNZ Z LR ETHFTER L, T2 THAL Ty 3 Mk
X Lotka~Volterra BH- R EREFL TR, THINSDEERY 4 2SR CERILTY
Pl LiCERMINL, ¥, TOBEREMNATY 7 h KB ZHEABRICE ZHAEOMEMMEIC
TE2HRARDOBAEMMA~DOEREL, kép(h)/du(h) THEAONTVS, E5ic, FEHICXZHE [49] T
i3, RS logistic HMMDRWE IR T 3 dynamically consistent 7 BERHREY Lokta-Volterra B &
# %€ 7% Kermack-McKendrick RRIREFN, & h—BAZE-AAEROD BN L THHEYI
T3 A ks dynamical consistency % b DORE#EHARRE FILOMRICRTIL TV 3,

4.6 Holling HiE AR

S OMTIX, A3 ¥ D Crawford Stanley Holling [14, 15] i© & > T, 1959 fFicRBI - MARBROMK
BeETFVVY, LT, #h2ES5IRBEEMLE (Royama, Tomoo) DEHEETY 7 [42] o
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JWT, HE, Holling DEM&AER (Holling’s disc equation) & LTHALZHARZE T2 (HAR
BOoBEEFTY) 20w THARS,

B—-RBOEINTIARSER

HREZECLIMAERI VYL THD, MAEISERRADHEELETHAEDONRETZ2HVDLET S, T
bbb, HIBRETOHEER, 2OMEZDPLE L-EERDOMAR (disc) HRROELTE (%)
BANRKRETZLRET 3, 2OPARBESAOHIEL THREONRIZRR SRV, HAEOBS2EX /-
LE, H8TRT LI, HAKOBEL &2 h0LL L@ R OHROEIRIERAD D ICHAHEHS
BRL-ERTH Y, HRBROERIZ, Rt CBI2HAEOBMOBEEEVE) T2, Bt
5 t+ At DRI :

t+At
2R / V(z)dz (94)
t
ZITHMT 3, HAE "Bu 2ERP LT L, At ORHOMOBFRROEBEMOM L,
t+A4t
P-2R / V(z)dz (95)
t

L2348, ko, BRAtICEBIZHOTEL Ht) L T2LE, HAEPRABCL->T AAOMIcHRX
noRe AY %,

AY:almyPaRf%Mw4a+oqu) (96)

TEAOSNBLDELEEXDL, ZIT, X9 A—~F o i, BABZIAHADHRIIERZRLTEY, IMUT
DEEHTH 3, TOL, E1-0 T, HAFCHR O LEHREZRNIbDOLT S,

S, ROXIRERER B : BTV ILEBAIIIZ, Y6 @EHIRBICEWT), BE H(0) TH—IC
AR L TR TS, HAKCIZEOBANTONTHLIM, FXTH3LERADOHEIZ THPH
21 BEBLY, 2EBNTEESHAIY IR bDL T3, BEATLILFROEME S T2k, 4
(t=0) DERRIZSH0O)THs, HOEFILWIDLT S, 0%, HRIZ, FHOMER SH(0) 5
BROAIC L > THRAITEBA T 348,

CDEIREEDTCELD L, BHlt IS8T BHMEE H(t) o7, Kt 2 S 8NKM At OMIc
B HEROEIERDEIIICEA BT ENTES:

HR+A0—Hm=§£@%£ﬁQ—Hm=—£%ﬂ (97)
Thbb, R (96) &,
Ht+At)-H(t) _ _20RPH(t) [**V(dz o({at}?)
At S At At
_ _2aR1;H(t) R V(z)dzt— LY@ | oo

UL R4, MABEOBRIEMICES L, HRERCEBEBONEL S Lizb D820, TR, TOBMRDOEBLOES, T4
b, WOHTHNMF 2D, BHOBFLOLICKEST, BEALXETOMANTRTH S LRET 5. BHEROZTEI X -
T, —KMRR L LB EESN: L LTS, MAKICL-TR, FOTHNIRFLMLBVETILEVWIHETHS, LT:
oT, B8 TREND LR, 2RAFETHMAENBR L BRI 3 TRy - OERTIILL, RAXROBRICX->TH
btz THER (R, ERCTHARERZRS, BOMAEIEEICHAE L - ERICERLEL > B3OV THAROEELE ¢,

iz, PIzMAKX TERE) Tidhkl, BAE % THEZ LICER,

CHEHICEVT, SMAEKICLIYE ROFABROMARIBEL LV EREL T3, H3vii, EMRRRATEIET3,

ATEEETY/ELTR, TO THOHE ) 3, BASORA BHOMS CHATHFIcHOERERELTWS, T4bh,
HOBMAH I BT I HBROMIICH~I L, MAEOMA - BRIOERLIRBRTLIRBLE LD, LVHERETHS,

B OEER, DTLLPANTIRZY, BANTOLAINMMCE W TEEDLEMMTH S = L iZRLT—R]ETIREZ Y,
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8: MMFUKIC L MR, FIMC X 3 FEOMTENC L > THRARIEE 3,

L) BRANBO NS, BRR At — 0 2 LS, SHEE H(t) ORMES 2RI ERILEAS 4TI 7R

i%ft—) = —20RV(t)- g CH(t) (98)
KBS B9,

DR (W) LED2TEROGNBYAF I 7 RiE, WAL IZHEEEOENBRBERLTV5HIITHS
b, Eh, EEELESERORCHAL B THRATVWRZLICERL LY. chid, B31HTRR
L = mass-action fRE - X 5 Lotka~Volterra RIHHEEATH 2, D L ik, FHTREL TEMAH
DAY, 3.1 M TB <7 mass-action REICE-T { Lotka—Volterra B E/EA OMRITH 5 R
Z2LO05THS,

A1 TOHRMML 7, HAF I EEICIZ BHtick)3) BUub ) BaRk fiX, BTV
WA, BEEH OROMBTHY, R (98) &h, f=f(H,t)=20RV(t)H(t)/S x H(t) THBT
Lithh 3, Thid, BURMIcE I 2BREEES ) 0EARVEFEICHATIHETHI205, B
4.15icMh, #4485 °B 7%, Nicholson-Bailey HOBABR THELELLND, B4 HoiBic
RBnt:, BUBMb:h 0oFEE | B 2EIRREK o ITHLT 250, RHTIZ, 2RV TH S,

R, X (98) BRI LRDEHIZHWIT S :

t
H(t) = H(0) - exp [—20R /0 V(‘r)-g-d‘r] (99)
LedoT, KAt $TCORBICX ZEBEHRY A XOBETRRY (t) = SH(0) — SH(t) i3,
Y (t) = SH(0) {1 — exp [—20R / ' V(T)gdf] } (100)
0

T5ZA6h, Zhid, 448 THBR7, Nicholson-Bailey EARBICE T 2HMAREZRTA (89) LA
ROBAEZEOZ LS TH D, MABFOBHEEV (LBAEEP) PRMICX SR2VEROSE
i3,
Y (t) = SH(0) (1 n e—ﬂaRV[P/S]z)
Bp/S ik, HATVHEMEHKH) SMATOTFHERERL TS LER,
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Eix 5,

T, MBS, EEERERLTH, MAZCL2BAEERKAMNCIHEMES, HEED LRI
HoTHRATILEZI OGNS, TI TR, ¥DFAFIVARZBALLS, BHOU-H*HEH - 88732
7o i3 AERFH (bandling time &M B) 203 THA S, BrEBESH:-H O OMERSL % —
EhLYB, o, BMtOMICI, BEK/ANEOBERATIZLTERY, &, B Ar icH
RE I EHEICE S Ay RTOHEBARYC RHo/- 32 L, BMAEEESD D ICAERBRE L B0 20T
HE»5, BRLELRR Ay iChb > R RAEIHMIIR hAy TEA 5N 3, Ldt-T, HOBRREME,
AT ~hAy THBLEZ BT LBNTES,

LOFRREMIHAEOBERMTHZ LKL, I TR, WMHO-HICHRZEOBERE V 2RL
KELRVERTHS (EHBE) LRETNE, R ((96) &h, BRIt icBI3HEOBEE HE) LLiE
& FAEPHEGCI-THAL DS t+ AT DMICHRA XN 2R AY = PAy i3,

AY = 20RV H(t)(AT — hAy)P + O({AT}?) (101)
D¥h,
4y = i"i‘;’;’g& - A7 + O({A7)) (102)

&35, £oT, (98) LAIROBHFMEICL>T, (97) & b, ROMEE H(t) ORMER)Z BT HMS
HBRASAL TSI AnBENZ52:

dH(Y) ___2RVH() P

dt = 1+20hRVH() S

WBREIEGICES (BAticki)3) BUKHS D EAR f (= AY/PAT) i3, PRYEEEH O
AOMKTHY, '

(103)

i _0oHE)
F=SE) = 1 m®
EWSEELTWwWE, a=2RV TH 353,

B HER (103) 2, UTO LI ICTHRAMNICIIMIT 24, HE2BCHM:oMELLTET -tz
A3 I

(104)

H(t) = H(0) - e?IM{H©O)-H(®)}~(P/5}¢] ‘ (105)

Z DR (105) & Y, handling time ER XN BSD, Kt T TOBAIC X 2W/RERY 4L LOETR
RY(t) = SH(0) - SH(2) i3, BRI,

Y(t) = SH(0) {1 - e ¥ @-1P/510} (106)

TEX 5N, ik, H44MTARL, Nicholson-Bailey EFAME (o517 5 HARERTR (89) L iz
R EZFEO LS TH B,
—RUC, MRE | B 3 BHAHMS ) EAR F At

- aH(t)
J=FH) < T

0054, BELD, Ay < Ar/h TRFRITRSZN,

S1ski, MAROBREE V HMMOBK YV = V() THo2 L LTOMELRREMS 2 L1023,

Mﬂ;mamﬁtgammwil&!* (HMPRABS L L) LIRS 2MECiE, R (103) DELIEDS L F I 7 2% RTH,
LZiE, G(H) b3,

530 13, WA | MEHMAFEMD D ICHABERT SEMERL T3, X 44 BORRICEN:, MEMMBR D OWLEN |
B X SWERRER 0 ISHYT S &R MAFOBHAN V MEWTILC T, HMBIX YV = V(1) THERAI, -0
BREY, AIRX—F o NMOBBE LT a=a(t) THAONIMAIHNLT 3,

(107)
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Sf(H)

0 H

B 9: Holling DFISAEA (104), MEE H O LR L & biclA | B X 2 MERMB: ) EAR £ 290+ 3
of, MRl 1/h (CWET 5. Holling’s Type I1 response 2% L T\ 3,

TRINDLED f % Holling DAMAERR (Holling’s disc equation) WA TW2%4, Z I, o}, I
EHTHB, X (104) TEXA S50 3 Holling HoOMAE | fkic X 2 ¥RMb- HBAR f iz, HoT
mINB &) REEERFEEFRF>TE D, Holling’s Type II response (85 4.2 i) £ RL T3,
handling time h D7 & (ICHBEREMRL ICER L THHMAE | BEC X 3 80RMH7: D HaRoMinHE
Tbicks,

MEAOWICNT SRS ER

T, R, MAKCI->THAINIERcEES 2L L LS, B46H L AR, MAZICIIHA
BI7vFLThH), BAELSEERAOHEHEFEBICISTLATHAONRLETZbDLT 2, BAltic
KT8 i BOEOEE Y H,(t), RAEICL 28 BoEEECNT 2HBADORIIE, 0;, handling time
Zh tBL, T, TITR, BiMOKMEFEESHOERY g, X E{55,

9, At OBUNRMICHAE | EEIERER Am 2BALA LT3, CORMICHAR | HEEAL
HEEREE Ay LTBE, 2DHYL, FiMkoTHEHD SN IWE Ap; 1,

Api = k"‘H‘ Ay ’ (108)

Zj-—-l UJHJ ‘
LRFTED, Zhiz, EFEEICI»LST, HAE | BEMERICRIIT 2 LRSI, NRLE
20 i MBHRD o, OMETH S, LV IREDLS, BEY H, OHEKIZ, BAEIC L > TORKRNLIE
@ L LT, R oH, CHUTILEASNZD5THS, BAERI VI LACHALTVEDTH D
5, Ay DB Ay, DA, TORPER o H, ORIHEE Y5 o H; T BHTEISNB L
#z2on3,
&2T, Ar ORMICHAE | RENHNAL RBHEER Am i3,
k k oiH,
Am= ) glpi=) gi—g——A4y (109)
g ‘ § Z§=1 UJHJ

SMEEICEE ROARE S Y LRRL, FEAD—AE2 TV FLBANRLE, 2O—MARNO—ETHIB0%E, B
EH 1 BELMRL % L %X, handling time h ORMLHED, EOH, TAICFAICLALRE L0 (F-alhl) R
EMDEBTLLAL2cBoN 3, KUMMD LD OMEMARD Holling OFBRAERICL->TELONS,

559 1398 i MOM | BEDOMRICL > THARMBEL ALY —NGREELTHLEI L,

56v> SHMBENR S T, MATEINEHUETNZ, MAFICE > TRRBMOEEIZMBEER S 4\,
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THD, Bi EORUMEMBEED D BB h; DD BDTH IS, HAENEE L -HEERK Ay
IZX L Thdo AR,

hiAu; = hy—————
Z . Z J1O'JHJ A

ThoLtEIOND, LIoT, BHE AT KB 2HOBERICH - IEROM AT 12, Ar o840
HEFMEZE LIV

o:H;

AT = AT——Zh-—————-——E oiF
pil

Ay (110)
TEILN B,

X (110) & b, MAHHEM AT OMICRT (B%E) LABERIZ, 2RVAT TEXAoh, ZoERBIC
FET 28 n OB, 2RVAT-H, + O({AT)?) TH B LEZ 25, ko, AL | AEIRMN Ar
iR L - AR Ay i3,

Ay = Za,, 2RV AT - H,.+O({Ar}2) (111)

n=l

TEZSh 628, K (110) % (111) iKRALT,

_A_y 2RV ZQal

onHp + o({Aar}?)
At 142RVY

h,d’iHi Ar

(112)

il
piit! 6% B 3N

NS AURELRATAZLICLT, BEEPAEICI->T ATOMEICHREI N 2BMEKER AM = PAm
i, (109) & (111) & b,

k
AM =" gnon - 2RVAT - H,P + O({A1}?)

n=1

LETBY, K (112) BRALTEET S L, BR,

AM 2RV Zn—-l gna'an )

o({47})
At 142RVY P+

h«,d.'H.' Aar

(113)

=1
YL ND,

i MO ¢t [CBITIMEE H,(t) KOV TEZB L, BIMLAUKREICED, (97) ZAWT, Bt
OB At ORI B 2BEEEOEMN TR RDEHIICEZXD I LMNTES

SH;(t) — PAu o Hi(t) P
Hit+ Ar)— Hy(t) = ——er—t Hi(t) = ~—g——Ay - —
s, A(112) &, ROAKBONSD :
Hi(t+ Ar) — Hi(t) _ 2RV Hi(t) P o({Ar}?)
Ar " 1+2RV Yy hsoiHi(t) S Ar

57Ar OMfliciz, MAARIEL > THEAGRERLELLTW30TH I, +2IcEV-HH Ar OMOEREREXOR(LIZ
o({ar)?) ELTB®I Ckick 3,

;’]g;) DREAE, Ar ORMOMICMAE | BESBTL-ERAOR n O2ERGEEZRE 0, CRAELZ-B4OELRICHT
5 LTw3,
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2T, R AT - 0% g,

dH;(t) 2RV o H(t) P
dt " 1+2RVYE hjojH;(t) S

(114)
3=1
BROoND, THPEE OFE H(t) ORMER YA TS 7 R 252 3 HBRATCH 35,

b L b, handling time »¥ 0, T4bb, EBD KOV Th =0%2561F, R(114) CEIONIHR
& AHBEGHEERERLDY 4 F 37 A13, $3.1HCHRRL /-, HELEBOBEEICOVTD mass-action
{R%EIC & % Lotka-Volterra A EAIC X 2 ABBLERL TLI I LIERLTBZ I, ¥, 20B
GORABRZ, PiRY, FH418°HN, B 448 B, Nicholson-Bailey HEABETH 3,

BeaE | Bk o 8URHD: D EAR FI1X, R 113) XD,

— ‘ - Z 1 gnaonHy

f=f(Hy,Hs,...,Hy) = 1 +Z;=1 ouH,
TEES, XL, a=2RV Th3, i BMOPEKICOVT, D Holling WHBR (115) X TH
&, NfiOR—BOMER T IM/R L AR, SEEH, 0LRIZONT, BAE | Bk 38
RHMH: ) RAR fF3HMT 32, 2ORMEITETHY, 20 LBMHE, i MOEEERICHITS
handling time &, i EUAOHEBMIHTIHRICLHS>TEEZZZ L3, HIREOHRINETI VA
THEELRERELT I, M ODEBAEROFENEARZCELTH, BAEROEELAABLTE
h, OBOFAD - HD handling time BEET 20 6ThH 3,

CITORRESISICHEL, BAE  PREONICEDOE (HiE) BEETIREICOVWTH, Ao
BEEFTVV/BHTIILNARTEH S, AL PEGON, | BEOMEGIC X 3HAABOREL L
T, RRLER, BEEEV, Sl OFEGICNTIHEERIR oy, M OBEGICNT 2HRERICH
%% handling time hy Z2RETHE, LELAROBEETV Y icE->T, R, ZOBREGOEREiD
B H;(t) ORMZEMHE R ITMOISBRAY M F 2 7 R,

(115)

dH(t) _ 1& 2R, Viou Hi(t) (116)
Tt S {1+ 2RVIY huouHy(t)
LABT LR BT LHTES, COBE, | BHOMAEIC X RS ) HAR £ 12,
k
= fi(Hy, Ba, .., Hy) = o=} Sntionifln (117)

1+ 2?:1 haaouH;

Z’.tﬁéeoo f:fC'L, a1=2Rle '?550
oW, BAREBRELT, nBOMREY, £ P BEFETIES (k=1,2,...,n) 2EXABT LIX
BLwv, Zo@a, K (116) kXEL T,

dH.(t) _ 2R,ViouHi(t) il 118
Z 1+ 2RV, Z 1 hjioj Hj(t) S e

8N B, LT, B MOMEEREC X 3 BAKMS ) EAR [ 3,

a;01; H,
§y = £,(Hy, Hay ..., Hy) = —Zi=a 9519501 H (119)
1+ 5.1 hijajoi H

SOEMEDOMAICAMFELEHER UMCEARS, BMRSLY) LMKT B4, R (114) OEAREDY(F I 7R
RRIM, LA, BT G(Hy, Ha, ..., H) b 3,

0T, RAIA—- ymnwﬁnamﬁlmﬁmmauxorgtﬁoMQzlﬁwwﬁax$m¥~nﬁﬁumgta nAx
MORMIBED 5 EHFEORBVIC S 2T, FEEOHMEIIMAEEEICRL3I1ITTHS,
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2% 3% (a; =2R;V;) O,
EI2MTHERRBEIUDO7AF 72V THEH L. v BOSEREGEL | BOBAZBEARICOVTO
BEsY A KB4+ 37 A (53) & (54) BN 2 HEFAED LD (118) & (119) ICHEAICHE L
T3 L3HPATHE, ThbL, RIGK (46) TEA SN2 k) 2 BMAEEABRICN L TEERR
BELZIGA L TR XN 3BT A XEBS 4 F I 7 Rid, RECB~<T %7 Holling D ABABRRIC
L5BHEETY Vv I/PEBLBOLABLZDTH B, KGR (46) TOHEEARBICS 3 BER7OEED
¥ A% Holling BUfAM@RIC H1) 2 handling time DEAICKHEL TV 2RO RF LBRTE 2735,

5 BHOFAIKEYT 5RER

2O LEDHBEBT2H2MBELEI L E, 2OHMBEOHEBOHAHDMLA IR, AISHPONL—NLH
FELIZLBEZOND, L SOMBTEILE, 2, HEL TV 3HARICL 2MAFE (predation
pressure) HED L S VLB RBENG, HEEOHEBONBEOHAFIZOWTIE,

o YOHMEERAT I
e AT ZLELIS YOBRENATZH

LW ZODEEND B,

MIEDEAUZ, THBIEIR (Diet selection theory®?) j iICEWTH( P OHRINTE:, BHHEOEK
SARICRVCIIRDOERE b b, TRMEER (foraging theory) s DUEVEDD % b > THRINTERS, T
NS OWRICEWTHENZZIRIZ, H3REE | BEOEONBICHTATHICEWVT, YOkHhE
BOMALRBRLENTV 2, TbL, BELEEORAALIRED LS REBMY, LWwIbDOTHS, —
B, BEHEYA X4 FI7A2KIBROFECELTS, 205 2EGE0FEROBERY A X
ERM~DEBROBEEFY v I HHEINTL S, '

51 COEEEFRAY L EHERER

5k 1 @D, EROEBREZAATHTHILELLS, COoOMRFICL-T, YOEMLAET
TEERN 2D, L) MR, BERIRER (optimal diet selection theory) & L THRRICHIR X
nTws, TITR, HRNTHIY, ROUVELANLZOBEETFY v /OIS 2 RS,

HROERIRER
EHROEBHEIREBERICBVTR, BT RREOTTHREEFY 4 #¥1 2 :
1. MAE | HEOEEMNBCML T, fiolsiREtssoBizETE3,
2. MRIC & 2 MRS Y DI R L¥ — B2 BRI T 3 EBRIHAEIC L > TREATH 3.

3. MAENELHAL TV MR BOMBGELHAT S Z Liz Ty,

SisEiz, (119) 1%, (117) ERELTRM—-TH 3B, 2#L, ZOBA, BAXOEMAOMERIILVLOLE LTLEDT, BR
BR&E SBT3, A (116), (117) ERK (118), (119) TR, HBEFY 7o BOHH 5 2 L IR, :

$2Diet menu theory L XN 5B LH S,

837- & Xid, Stephens & Krebs [54] i3, REBMICMILTI> 7 Mt dShARAMTHS, AMILLTR, N8 [21), &#
B - A - M [19) ¥, & DMAX FEy 2ROV TR, Hughes [17), Fryxell & Lundberg [10) # 8B L TiZL s,
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4. HREDBEROMEEIKEL 20 CHREESH 2 KET 2.

5. WMRELHH | ABLHEL, RET2:DICIEEDAIKE L TR E 205 (handling time) #°
05, MREVSH (EBOH | B2 B8, AT I-OONBKEE L (E8i=1,2,...,n~1,n)
¢4 %, A—EERNOESKEOLERMOIES > EIZBETE 5%,

6. MRBTONTHEER R —ETELL 65,
7. WREZEE I VY LIRERT S,

8. A% LEMGOMEARER, EEOKKEL, —ETHS, BEOXKEE L LB, HAHEs
BURMH 7 ) BT 558 i MOSEEEKREEL ) (EXi=1,2,...,n~1,n) LT 3%,

9. BADOMHE ) BELSHAENEM T IHFLILX~RI3, HEBOKELCHRETZEL, @
FEEDESHDZIREATEZ, HMli 0 | HEISOHAELBONIMFIILY—RE g, (EX:
i=12...,n—-1,n) T3,

ELT, FEXATVIHAESE EON | BACIEL - & 5, BAERZON | BELHAAT 2BX:
pi 0<pi<Lii=12,...,n-1,n) EBI5. ZOWEEp; DM (p1,p2,...,pn) DBIRC 228, BAED
RRTREZRT, '

HEIC LS THRAE | B0 RURNS ) CEET I REBGEERIZ, KECLD, Y0 N TS
AoNB, &oT, HROMH 1 HBEAOMBE TICOL 2MFRM T, i3, 1/350 A EFXBZ LHTE
5, ZORM T, AERREFHE L RITS,

B EGICERL - 22, 2hi%E EOETH IRE g, i3,

A

' ZZ,-=1 Aj

EEXBILNTES, T2L, MIAGIEEL, Z2EALABEICHFS N2 AERMOMEE
Th i, H1EGCEEL, thhBiETHH, 2o, 20EBEELEAT IR pq 2AVT,

n
Th = pigihs (121)

fa=]

TEXoh2, ARICERT, H1EFCEEL, 2h2HRl THSAZMBELIA YRR G2,

G=3 pigigs (122)
t=1
?5 60
HIEEEREL, BE - RET 0BT IHERMIZ, T, + T, TEA5N230T, &8, (120),
(121), (122) & b, BAURMS 7 H OMFI I X ~HERW 2RDE ) ERTES .

G D oty AiDiGi
W = = =1 123
T,+Th 1+, Mipihi (12%)

B4, (FEOFEMETEZL VLI LI, VLA, H5oEhHoThH, MEM (~PEM) O22E->TMRELENT 3L
LHYBMHE D ERTH B, ook, MBELREEEEL T,

SSLDREDL I ic, MEX—TEHL) ZRIL 12, MR LIWEROETHERTL S L) BAD, BRAKL->TETFL
LEEESHCHIMEIN, EEEMIT—EICRAND &S LMMNEBRICHEET S L) LBETHE, NER. MAKOR
BB IS THEEIMERCR LI ZRELELBLICRD S, £, BEICOVTIE, EROUMENIRE ORI K~
THRERELBEGLBABILYTEIE), bbBA, KRRDEIIC, ATRCHEERE—EICTELIRETICHSS
ALERXHIBRESY,

66 IR VLIZLER i BTALRTY (o0 Tw) ETdsotichs,
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T, LEDMRE2LY, HEBCL-TROLBELRESEIRZEZ 27-0ic, BUKMb 7~ b ol X
NE¥—HNBW O p, KEMEZEITHL ),
oW Mg (1 + ik /\tPihi) — Ajhj 3l g AiPigi
ap] (1 + Z?___l A,'p,'hi)z

X hbnb kS Ic, OW/op; DRB p IBEL RV, LicdinT, W RBKICT 2REASHER (07, 53,00
REBWT, &ilkHT2p BOTLB1KKRZRTTHS

(124)

TR, EDp; B0 THBD, EWII LT, Kid, R(129) RRDEIICBWENADZIENTES

QK = .__._a‘-’_h_ﬂ__. (2-1_ - W) 195
pj 1+2.=1 Aipih; : ( )
COR (125) DHELICp; =p; (1=1,2,...,n) BRALLLE, WRHIBABBW=W*RLBZ LI
HELEY,
IITC, EHL, HBCBIAROLILROENEEILZZ LTS
[/} 92 g3 gn-1 an
h12M2h3> 2 h 2 h
HEOBRESFFICRECRERLD»7DT, TOLILEMESI L L THRRO—BEZEDNY
Vo gi/hi (ZEERE D ICBIL TORMNERMS D ICBLNIMFEB IR X —RERBLTVLI30T, §
HioBECHEERL 7-BED, *OHEORAZCL>TOMEREL S5 2HLELZZ LNTES,
W OBRKMEW = W* EZ L,

91 Gk . Jk*41 9n

> > >SW*> >0l > 20

hz R hiey1 = T hy
ERBEITE BRDDZLHAMTH S, SOk MRENL, R (125) OELORRI, i =1,2,... k"
DEBIE, i=k+1,k*+2,--- ,nDLETRLERDZILDbD S, LEMoT, pi=ps=---=pl. =1
D> Pres1 =Preyz = =pp, =0 TH5, Budrinl, BEEoRBEERICE TR, gi/hi TER

ENAEBOHICBIL T, LUOHE»SH3MMVEFTCORORVVERILBIRACHEIN Y, 2OM
L VEVHOBMOEBIIHEAY XA+ (menu) 2641, BEONKL L5 BREHMAEON
RS ) DRI AL X —RERACT I LI BRETCHAZICL>TREATH S,

CORRLD, BEPDZ, HMAEORBEBROMREL L TOMBEL k* 12, ROFSRL B TH—D
EfE LTEDONDIHLDTHB T Ldtbhr s

Gk« Gk +1
== > Wi. > 7= 126
RO won (126)
7L,
W, = 21—1 Aigi (127)
1 + Et—l A‘hi

ThH3, Thbb, W, i, HAEIVRLE 25 k1 TOMEBOR, Bod s, B LGOKE
BEEL L THATIBACB I 28RN - Yo VX —BHRTH S,

_ A 9
Wi=1oam <h
i3, EROED A, KK LTRY LoD T, ﬁ#umnu:ahnszaﬁxo BEEBIRZRIMA

i, Pl Ed, Bl toBzBANRE LTHAT 3,
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L7 k EOEEZ AT 2B EOBABEORMBM S ) ORI RL X — TR W, 13, 4.6 HTB<
7z Holling DB AER (115), MAEE | @AIC Lk 3 BUKMS -V ERR £, TS T2MEE 2> T
V3%, Holling DMBABRRNTHAICHT IREHFEE L LTEIoN TV SR, 2 THRRTW 3 HH
RIEELBRIRBER T RS 72 b (OB 2 EEAEEE G L TV 3,

ﬁﬁﬁﬁﬁmmswf,Lm@mmwemmﬂm¢am§w%wﬁfaa#nw,%#ﬁam»mebm
5X51C, ErkBOMBEERAAT 2L LARAT, ROB L+ 1 M0 SEmED A FFEFEOHWHZ oW T,

k41
hkil > Wi

OB k+ 1 UDEEEAMATS LEWL, Bk+20EBEORMBEANAOKKICE S, H23Vid,

== < W,
hit1 *

ROEk+ 1 LOMBEERFEMNALL, TAUTORMCOEEZLTHELLZVE L THEERERET 2
SEILB, TOTATYXLIZBVLTIR, BHe»Z, Bk oEBoR AN BT 2H98cB T
2, TOEBMOEDREE gy /hy DAHADEEMBLEL X, ZOEMEICET 2M88E )\, OMBITLEL X
r (RAEN

—%, M Lo c BEEL L CHATIRSICE T2 MARMS - ) OB I X B E L
TEBIN:: WL 20T, ROFELNL L NTES

Wi<Wp< oo < Wiel ) < Wie >Wie 1> -S> Wo 1 > W,

CHDTEHoL, Wi i, kKBILT, M—OBRER2 LB EbM5, 2LT, LEEBOW, BT2%
L ob»3d ki, A, SEEROBELE, L7 EBoE2HAL B CHIES 2 HAEN
BRYDIINK-BMBICL>THEWT 2 LHTRTH S, ThdL, Lk BOEEEZAAETS L
LERRT, ROk + 1 oEE0FRIEMBOHNIC OV TIE,

Wit1 > Wi
oWk + 1UDHEBENATS LEANML, BE+200EBONMIENAOHNICBIZ EicL,
Wis1 < Wy

oW+ 1 DOERITFAAL L, TAUTORMOHAEIZLTHAL 2\ LTHEERRERETE
v, TORE, BWEERZ, W, KNLT, Wiy, OEOERZBL2TIENTER, Bodic, Bk
trOEHEDOFIAFEMAICET 2 MR LTI, 2OEBOEDOEE gr/he DADERISIT TR, 20
AR BT 2 MESEE )\ OWHROLEL L 3,

LoL, L3, ZOREGDAEVHEEORERNERTHANOBITOLLALLTLD MY LFIZZL
LbTES, HBOKE W25, BHOZHAERLOILLHDABKEAHIY, LA, HiEEH
ALT w2 MAEEER» 0 k+ 1 EE2HET 2 L5 22RFRBENEEh, 2ORRERBE, &
DRELBMARMYUL ) OMEI R LX—BNBREERL S 225, HRE2ERZI LI, TORRER
BREOBERABENKES 22, LvIDd, LELIZAVONIELERENRL T A THE, 2D
BECKE, WHEESEHLTVILWVIXY, BRICEZ>THAZMNMBRINTHIDTH Y, 2DBIRIC
B2 RME, BEUBMY:) OGNV —BNR W, OBOKEXTH S,

5.2 BHEZEOBERRTIZIL AVsvFUIHR

TITR, MBROEREFIAT IHAEOEMA BT 3B HES (effort allocation, allocation of
effort) IKDOVTHERL THE G, MMICE ) 2 HRGEBRERICE VT2, AT 2HROBROBEKE
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DERHATHo %, ¥z, Holling MR 2 HHRNVEERERICERN T 2 2 LT, HESEY A AORKMES
K& 2MREC L ZHASEEREERORULE  TRB LB L T4, Holling HEARRAIcE T2
RER, HECRELRVI VI LLEELZToTED, HEICL ST, ¥BRACHIBEARITRTHA
DONF|E LTV, LHL, HREVEECEL TEBNCREDEEGFEHALLY, H30i3, EEW
CREDBEGEOHBREPOHLED LLIBROEFEI SN, HHNEEBREBRTH> TV =DI3, all-or-none
(2DD) DA—NIC L BEBL AVDOBRTH -8, FETIR, BEEVRENCHETINRLY
ML AN BWENCHARTAERELVLILDERELS, BRECI3 0L ) LEBKEOHATE
DEDT %2 ZDFHEL T HAERAVMBANCR D vy F o VBB (switching predation) LIEITH 2D
TH 5,

AT 1y F VAR

RS | BENBERRS ) ICHAEEICRPITRIINVY—R (MRS HR . predation effort 87) %
Et¥3et, MEEOBEE | BEC L2 88KEOHRENDEDEZ, ORIV X-REZEDEI R
KBS THAENRLES>TOIRBROEBANOHABRICHAT I, tLIBATERTI LTES,

G, AALTVL 2o kL, BiBOHEBERICHTIHAC Y LVTOZILX-ROER §;
LB Tr,6=1TH3. koT, #i MOMEEROMA I HARKMRPT 2L ¥ —Bo R ¢
2, ei=6,ETH3, RELLT, He® @SR, HEi»S, BUKRWES-D, CoxIVL¥X-EHR
e ICHATIRAR (37213, BBLILVY-R) 2W3L8TE250LT3, 2D, TIN¥—
EoRICEILT, BEENRELToLEA, HE Lo OHURMNB ) HAR o, %

i = aueiH;

ERTIEMNTEBLLEI, SIT, N9 X~F a; i3, BB T IMEORIEE AL RANMH
hOHMAYEERT, H, 3HEE 0BERY A X (BE) °H3, T3, HAE ] EEI1UIRES
hiCHATE 2REAR 3,

k k
f=Y ei=E) ab;H, (126)
i=1 =1
TEioh 3,
BOBMZBAL LT, WENN2 (k=2 OBALEITHL, O, 0,406, = 1 KIERT
3¢,
ng = E(ajHj —a;H;) (i, =1,2;i # j)
J‘ .

PRBCBAIZLBTES, ZDRNPS, arHy > asHy THBRY, 6, 2mE e, 8, WP EEDZDH
RUAAR F 2WNEL LI RKRTEENZLINVF B TH B, WIC auH) < agHy %25, 6, ¥
PERE, 0, ZRMIE ZDHWMEHIICT 598,

0; X HKREL i, Bl ST IMAERLIELRD, LidoT, SHEGHRER H, 38 T
5THAHH, —H, 6; (A BIVBP TR LR, Ml i 2HAENEL 220T, BER
EQH] GiiﬁbﬂT%Tb6 ‘50 ajH,- < a;Hi (‘i #J) i)‘ﬁRDSZOFE'), 9( Ak ')kg’ { f;'). ﬁﬂv\@ﬁ

STEIiX, SRRZEHR (searching effort),

S8a  Hy > cpHy THEMD, 1 =1,0, =0, L, a1Hy <azHa %5, 6;=0,60; =1 ¥ 25 k% %% all-or-none B/ F 1V
f;ﬁﬁgg% Mbang-bang Mi#f, M5, ChiizRED, KM TERSH TV ZESRAZEBGERERICKEL 9; DMy
£y 0 3,
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n=3
n=2

n=1

n=0 n=0

n= n=2 14
we3d y 2 3 ‘ 5
0.5 112

B 10: X749+ 7R, X (129) c..;o-csxanamax*zw—ﬁﬁol LA (130) K& 2MRK | ffk
DINURMB ) KA TE I NHRIMAR f, E=101 = 1,0, =08 H1 = 1.

REEML, BEREEH, MET T3 LEL5N30T, FHRENEET 3 LTHiE, FRHRBICE
WTUX, 3f[060y =0f/00; =0, TTebb, ayH, =asH, 7 6RITNIZR &89,

COT, FARBNIZSBVDIR, BAERIZMACRPTIIY—ORY6; (i = 1,2) DHWEH
BEMTHZ, LEOBRICETIMAYEAS X - o; (i =1,2) HAAEE L EEOBRMUIBRO AT
REDERTHILT DL, BB, LROMCHIREBIETIZ, KBS0, PHAEIHAT 2HEOEEE
FEIECTRMLIRTWB I Lick 3, Thbb, 6, 2EBEEREEOMKLEIZ - Lick3,

BN sy F TN

SO 2 DPAITOVTIX, LROMEHZ 0, 0BALE2 R T 2MEHLLT, UTDXxd%2b0%

EIXBZZLMNTES:
(o Hy)"

(e1Hy)" + (a2 Hp)"
NIA=nik HIOMBRT LI, BARDRY 4y F v 7OBBRY A4 ZicnT 2652 RLTEDY,
nPRECEBEWEBR LB, 7, n=00BEICIR, BEIILF—EIZ, BEEERY Xk
5F, 61=0,=1/2i%3, Thbb, n=00§a, HeHi, SECISTLERELS  YaicH
ALTED, SHEEXILTVRRVLDT, XV4vF v AR TFoTuRLILIRE3T, BARNZD
K129 EZRT4y F Y 7HBRAEZR -T2 L 2, WA 1 HEEIC L 3 MEKBMEDS - ) ORIFRE
AR fi2, (128) kY,

0; = 6;(Hy,H;) = (t=1,2) (129)

E. (alHl)n+ +(aH)n+1

(01H1) + (asz) (130)

f=
tiz s,

RI0BRT LI, A (129) KX>TEAONBRAT 4y F Y THARRK (n>0) Ik 2R,
R 42 FY THERA (n=0) OBELHbH (X HEEICIZ, P2 Rv) BERKMB: Y ORI
REARLHARICRTZ, Libb, 20MOIE, N5 X—F nBRETFRIEREVIEFELHRENLT,
aHy = aoH; DRGIDBHIERY 419 F ¥ JTHERR L 27 19 5 JTHARAPE L WIHGREAR%E

OB ZWMMA RN EIARB N R,

TOMPEITIZ, n — +oo DMERT bang-bang MMIc % 3,

ARSI, SEERY A KIEELD, BMRICRELZER - MARDRICEKET 3725 5 b, MAXOMAIEMICEITS
IALE=IDVTIZ, BRIk 5XVESIREL T3,

2o%hH, MARORUBMS 7 ) OMSRFIRRO D 512, bang-bang MMHMLENT V3,
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W, HE2 ICHARTHEHE L OEERY A XB+TDIPAE (a1H) < agHy) L EiiZ, BE 1 ~0HE
IXNF¥-ERET, 209, BERIA 0LV AZLEE2 OB INV¥—ES%2 LT, HE
20fEEE X D BLICERE - RT3 ABRREORENEOEAL L RENLRRZTTH B, Zhus, FHE
2HEHRELRBEERY A X 2{Ho0T, BUESZ AV X Mo 3, HABMH -0 CHfIhs
tHEE 2 b o OEMB OS2, R H» 6 OBNROBA D% LEIZH»6TH B, £, Hic, HE2IC
HARTHE | OFEE#HY 4 X+FICKE: (Oqu > asz) EEIIZ, BElIHT BRI ALY
EazL, HEBE2LVEEI 2XDBOERR - HRTIHBEHTHE, ZOZEMNHI0ICE>TH
BIBIRIN T3,

RIthoBMBIc X b, FERESFET 2 LTI, 2DOFHREBICE VTR, ogHy = asHy R Y LD
BT CHB, COFREEMTHERBICE T IHEBERY A X H, (i=1,2) kLT, R(129)i1ck3
A7 4y F Y THRERRKRZ, 6, =0=1/2iT%Y, FHREBICET3/MAER RHyFE EXT4vF
YIHRRR (n=0) ERoTw3, bb3A, #hi2, BAGEYA A0oHL, WAL 2R
FN¥ B E2HESCTIRARCERNCLoTUENSTHHT, PR, HABKDOR 4y F /iR
KEIRR2DTHD, BEREDRT 4y F o 7R, HESHY A X ZHENICELEE, ZORE,
&t a1 Hy = asHy %7303 & 5 L FRBICHEBERY A X2 BUTILHLTHLIVLES Y,

EHRBICB LTI, BREERRLITE SUYLRREBLTVEY, Tt E, 2HENEOEBEGKREN
T oDBAEENEL ( Z->Tw3, 2% ), TNFhOEEREEH) S OEMRKNS - ) BARNS
L > TED, ZOBAEA»S, BAZCL-oTR, 2ROBAGRIEIZNEY, 2ROMEGESE
B, BREICLST, $5 1 BOEEGELASLMEL2 L2 LI BRI HELEXTLEIVESS, #
REFICL->T, FEEEEEISORMRBMS - ) BARNSEL (L3 &) LEBOBEERY 4 X213,
BHEHBS T (ideal free distribution) L PFRIFNLS bDITR2> TV 373, R ¢/ M 2 BORS OIS
Ediiﬁﬁti, H1 H Hg =021 ?52. ":hao

& D —MNBHRRAD v F U IHE

A1) Ko TEXSNBIRAY 4y FV JHARRIZ, HAR | BESHRMKMNSL:D CHATE N
HREIR f 2 WA 2 BALMBIEER->TED, R (129) TR, HEGRY A XCHTEIAI49F
YIIBECBWT, KECHAYR o AV RN ¥—-R22ToTw3, Thi2BERNLBEELT
EZ, bVIPL-BULBREDRY 4y F ¥ IINEMK G, 2EZXTHELS,

6s = 6,011, Ha) = o T oy (=12 (131)
EBOR (131) icBIT B35 2 ~F 5,13, M ST 2MFE (favorableness) EMERZHDTHD, —
BICHEDER, LR3REB™, 6 M6 IDASFTNUTREVIEY, HAeEZ, Sl oMRcHiT2x
ENF—Z2owT, BEGEY A XICRELLZY, AOXELEYZFHO, Burihud, 5B &hX
BNTKEVERY, BRER, #ed | BESRAREL ) ICHRTE I HGRENEZNAX 2%
Reic, KOsl oFE2HALEI L T2 EEGRY A LiICk o) EROBE™ %
.

*;ﬂaﬂafﬁTusﬂbﬁﬁmiﬁﬂﬂf6E$mm(mdnmmymuwmy EREINBLORNETS (X, FHE-

[57) 288).,

Q"‘l;e =ecai (i=1,2cRiISUVERDEER) L2328, BENRAY 4y F Y TIEBEROAV 49+ IRALA
2%,

m;fgéﬂﬂﬁs#olmm, TR, SRBF2EONMARIIBLIEXEEENF->TOIRAITEHL SN IREN (f

42



53

3 I3
it n #un
C = NWH

3

IT3IT 3
nmuunu

E_ L S B

11: 294y F Y 7HARA, A (13]) CL>TEAShIMATINY—ED 6, LR (132) KL 2 WAK | Fk
DRURMS ) ICHACEINHBEAR f. E=1,01=1,0;=08; 61 =3; =L, Hi =1,

MAENRZOR (131) L& BRY 1y F ¥ THARAZR-> T 3 L 2OMAE | fkic X 2 BARKMS
b DIEREAR £, (128) &,

a1 Hy (B1H))" + axH; (B H,)"
(Bi1HL)" + (BHa)"

kB, R(1B1) K&K BRV 4y FV VAR, BARCL2EMFENFET S Lick>T, BN
%R (129) KEB3ZNERALVBELZ2DTTHI0 5, BECELTR, ERAV 4y F ¥ THRERR
(n=0) kDE2bDIcHY 53725, KB K11 RT3 LS5, BEEERYA XickoTIR, JF
R4y F 7R (7Y LHBE) OHFBENTLIBEND S,

R(B)REZRV 4+ 7TRARRIZE VTR, a1Hy = aoHy DBEBSC, BLH, = foH, DRE
ORI 4y FVTHBRR (n=0) LAV 49 FU 7HARR (n>0) KEHSREAR F 1%
L3, 51T,

f=E-

(132)

min{giHl, %Hl} < Hz < max{::—:Hl, %Hl}
DEAET TR, R(1B) IKLBRV 4y F Y 7THARRK (n>0) 2, RV 49 F LV 7HERR (n=0)

&h%3 (R118H).

Holling OR&ABINORA

SIT, BRAV 4y F I ERE 4.6 TR Holling DFRSBRICEBAT I L2EXTAS,
BLoeHTORRICBLTR, BAEOHARICSVT, EM RUACHEBEGEZLETHAEONRETS LY
IREBBDN TR, $£1, BAE | Bk 2 BN ) ORSREAR f 3R (115) TEXS
i, WL46WTORRL Y, WARY 4y F o VIEERH6; D Holling DFARGBA~DHAIZ, Holling
OFBABRR (115) KB 3 0y % 0i6; WIBZMZ 32 LCHBTH S, THbb, 20613, FEERY
AOHE i DEFCHAENKL LTEARTHLER 22 LLIBEVLERRLTWVS, H30i2, HBAHR
%3, EERE R DA OBEEON, MANKELTHALIIET2MA2BL TR LV TH X,
L7edoT, (115) &b, RV 4y F Y 7ORAS N - BB OEB IR T 5FHRABER f 13,

Zklt 9000[{
f=f(Hy,H,... Hy)= =izt B
143y hiaoib; H;

18771, MRDEBEER 1 ~o; DEMEM i IcoLTRESN TV,

(133)
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tizs,
BY, S#ES2HEOBE (k=2) KOV TEXTHEIEICLLI, 61+6, =1 IERTZ L, R (133)
&b,

QL _ (1 + hiaaiH,') (1 + hjanHj)

= {(H;) — ¢;(H; hi=1,2%i#]
6; (1 hraoabuHy + Facgtey)? W) ~ @)} (o i#4)
n@/ohs, TIT,
~ pu(H) = 0o
¢i = ¢u(Hi) = T+ hoao F, (i=1,2)

TH3, Lkdi>T, RiMfit AROBRICL), RV 1y F 7DBAZ NI Holling HlABRE T3,
1> ¢ THBRY, 6, MM (6, W) TX20IWMERERE f 2WME L3 L) BokT#EH
BERIAINF—EITHD, FOFER ¢ < g2 PRD LD L #iTiZ, 6, WD (6; W) X 3D
DEIEHTH B,

Kid, ¢ i3, B OHEHRONRLLTHATIHE 0,;=16,=04,j=1,2i#£j) KRBT
MG noMRE 1 EEC L 2 HURMSL ) ORBAREZERL T3, X2, #EX ¢ > ¢ i
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COBRLY, MM LAROBEXLT, WEAVA4vF Y /ICERK G, 2RDE 5 RT3 T Lite
25

0; = 0i(Hy, H3) = 0i(¢1,02)
Bigd)”
(B161)" + (B2gp2)" (=12 (134)

NRIRX—% B ik, BUIAGFIR, MEE ICHTIMFEZRLTwS, fi=FDLE, ZOBARAY4v ¥
v 7RI (BEMNIC) BETLDIE D, WML AR, R(134) CXZBARY 19 F v IHBA
TN Holling UHARRK 3, 51 AL DL E, BENLRATAvFV /RALBALBEL 2DITH S
25, WEICEoTI, FERAV4vFVTHERR (n=0) X0%23bDickh >3, MELHMICKD,
SEZTOVDBRAYAVF VY THRERR (n>0) IK&3 FRERAT4vF Y 7HARK (n=0) iKk32h
EBLARDDIZR, ¢1=¢ DL IZ G191 = Bopy DIBETH B LB, AV 4y F v THARRH
AV 4y F LV TRARREL DV E STV IBEOHE, BIV, Z2ORBRASA—FOMBICHEKELT
Vw3,

6 ®U

EVBRBERIALF 7 RABI2ERT—5 13, BLALORE, BENLERFIE LTRNS, =0
KR35, BRABXRC L IEMRFMEFTAVSBAINIONHY L OH I oNI0TH B, ERNIC,
F2OBE (B, HEFAT 2 MREOEYWRERS 47 I 7 ACHLT), MAHBRARIC & 28BN
MEFVBBEHENTE:, LI b, ZOETFAMBRCL>TR/ONIARBEROBMERS 1 F 272D
BERIIBOCTRZND TR LEXL STV S, BRNZERFIF— 7 o 28R 7L 08
KEBWTR, F—2ili25 2 2RAM2EEN GIUM) ML, BERSS4 >3 71%%&&&&&

TTEREY, ¢ < gi/h; DBWIZRDIIDOC &R,

73~.0%¥¢: %2, Holling DFRAER (115) ) MAIE T, handling time ¥ MML % (h; = 0 for Vi) WAICDOV
TOERBOWEOMRTLBNATE S, AMOMEOMMICE VLT, Sl ﬂif%ﬂtkﬂ}ﬁféﬂ&i-ﬂﬁ‘é’naﬁﬁi 1 itk
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BRELLTLEBDTVDE, LWIRSNTES, TORNIX, BERSAF I 7R8I 2HEERD S
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5, T HZEX5RAMOMTENE, His, Btz (bawid, ) 2513002 L
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TiE, »2RMEEE TV X > TE5 X 5 3 KRS 288 OB 2 STk 1T 2 RORE (FiE
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(2DFENTVE, TN, FLOWEEHEFLOMEOTRED AL SF, BENIC b RRROESL
BtL T3, SHOBBEWEORE IR 27235,

iz, RO LI I, BERMEFLICOWTOREETY ¥ /i 2WTIIRIEBENIC b BOEN 2RI ER
FTATRE»%unLT5BbNE, REAOMEOEZDE»E TV 3, SEORENMEXNZ LIS
TH35,

BE W

[1] I. Amdur and G.G. Hammes. Chemical Kinetics: Principles and Selected Topics. McGraw-Hill, New
York, 1966.

(2] I. Amdur and G.G. Hammes. {U#RIEHER — ERB L BEO F ¥y 7 X — FHITHK, B,
1966. (=i« BAR) .

[3] T.8.Jr. Bellows. The descriptive properties of some models for density-dependence. J. Anim. Ecol.,
Vol. 50, pp. 139-156, 1981.

[4] R.J.H. Beverton and S.J. Holt. On the dynamics of exploited fish population. Fish. Invest., Lond.,
Ser. 2, Vol. 19, p. 533, 1957.

(5] J.AM. Borghans, R.J. De Boer, and L.A. Segel. Extending the quasi-steady state approximation
by changing variables. Bull. Math. Biol., Vol. 58, pp. 43-63, 1996.

[6] A. Brénnstrém and D.J.T. Sumpter. The role of competition and clustering in population dynamics.
Proc. R. Soc. B, Vol. 272, pp. 2065-2072, 2005.

(7] J.M. Cushing, S. Levarge, N. Chitnis, and S.M. Henson. Some discrete competition models and the
competitive exclusion principle. J. Diff. Eqns. Appl., Vol. 10, pp. 1139-1151, 2004.

45



56

(8] R.J. De Boer and A.S. Perelson. Towards a general function describing T cell proliferation. J. theor.
Biol., Vol. 175, pp. 567-576, 1995.

[9] J.A.N. Filipe, G.J. Gibson, and C.A. Gilligan. Inferring the dynamics of a spatial epidemic from
time-series data. Bull. Math. Biol., Vol. 66, pp. 373-391, 2004.

{10] J.M. Fryxell and P. Lundberg. Individual Behavior and Community Dynamics, Vol. 20 of Population
and Community Biology Series. Chapman & Hall, London, 1997.

(11] J.B.S. Haldane. Disease and evolution. Symposium sui fattori ecologici e genetic della speciazione
negli animali. Rie. Sei., Vol. 19 suppl., pp. 3-11, 1949.

[12] M.P. Hassell. Density-dependence in single-species populations. J. Anim. Ecol., Vol. 44, pp. 283-295,
1975. :

[13] M.P. Hassell, J.H. Lawton, and R.M. May. Patterns of dynamical behaviour in single species popu-
lations. J. Anim. Ecol., Vol. 45, pp. 471-486, 1976.

{14] C.S. Holling. The components of predation as revealed by a study of small mammals predation of
the European pine sawfly. Canad. Ent., Vol. 91, pp. 292-320, 1959.

[15] C.S. Holling. Some characteristics of simple type of predation and parasitism. Canad. Ent., Vol. 91,
pp. 385-398, 1959.

[16] C.S. Holling. The functional response of predators to prey density and its role in mimicry and
population regulation. Mem. Ent. Soc. Canada, Vol. 45, pp. 4360, 1965.

[17] R.N. Hughes, editor. Diet Selection: An Interdisciplinary Approach to Foraging Behaviour. Blackwell
Scientific Publications, Oxford, 1993.

[18] G. Huisman and R.J. De Boer. A formal derivation of the “Beddington” functional response. J.
theor. Biol., Vol. 185, pp. 389-400, 1997.

[19] GREXEER, (LATRISE, MEIEM. RiYEBE. KilisE, ®E 1992

[20] A. Johansson and D.J.T. Sumpter. From local interactions to population dynamics in site-based
models of ecology. Theor. Pop. Biol., Vol. 64, pp. 497-517, 2003.

[21] aBE— TRIEBFEAM. HEKEHERS, HE, 1990.
(22] MFEE. RICEER (B2 . WE{LERA, BB, 1983.

[23] S.E. Kingsland. Modeling Nature: Episodes in the History of Population Ecology, Second Edition
with a New Afterword. The University of Chicago Press, Chicago, 1985.

[24) PMEITCE. EPED S DHER — TEIERD & H A AEE~, BRI - BEB¥SGC 5475,
W17% YA xR, BHK, 2002

[25] Y.A. Kuznetsov. Elements of Applied Bifurcation Theory, Third Edition, Vol. 112 of Applied Math-
ematical Sciences. Springer, New York, 2004.

[26] P. Liu and N. Elaydi. Discrete competitive and cooperative models of Lotka-Volterra type. J. Comp.
Anal. Appl., Vol. 3, No. 1, pp. 53-73, 2001.

46



57

[27] A.J. Lotka. Elements of Physical Biology. Williams and Wilkins, Baltimore, 1925.
(28] A.J. Lotka. Elements of Mathematical Biology. Dover, New York, 1956.

[29] R.M. May. Patterns in multispecies communities. In R.M. May, editor, “Theoretical Ecology: Prin-
ciples and Applications”, pp. 197-227. Blackwell, Oxford, 1981.

[30] J. Maynard Smith and M. Slatkin. The stability of predator-prey systems. Ecology, Vol. 54, pp.
384-391, 1973.

[31] R.E. Mickens. Nonstandard Finite Difference Models of Differential Equations. World Scientific,
Singapore, 1993.

[32] R.E. Mickens. Applications of Nonstandard Finite Difference Schemes. World Scientific, Singapore,
2000.

[33] R.E. Mickens. A nonstandard finite-difference scheme for the Lotka—Volterra system. Appl. Numer.
Math., Vol. 45, pp. 309-314, 2003.

[34] R.E. Mickens. Advances in the Applications of Nonstandard Finite Difference Schemes. World
Scientific, Singapore, 2005.

{35] A.J. Nicholson. The balance of animal populations. J. Anim. Ecol., Vol. Suppl. 2, pp. 132-178, 1933.

[36] A.J. Nicholson. An outline of the dynamics of animal populations. Austrl. J. Zool., Vol. 2, pp. 9-65,
1954.

[37] A.J. Nicholson and V.A. Bailey. The balance of animal populations. Part I. Proc. Zool. Soc. Lond.,
Vol. 1935, No. 3, pp. 551-598, 1935.

[38] M.G. Pedersen, A.M. Bersani, and E. Bersani. The total quasi-steady-state approximation for fully
competitive enzyme reactions. Bull. Math. Biol., Vol. 69, pp. 433-457, 2007.

[39] W.E. Ricker. Stock and recruitment. J. Fish. Res. Board Can., Vol. 11, pp. 559-623, 1954.

[40] L.-LW. Roeger. A nonstandard discretization method for Lotka—Volterra models that preserves
periodic solutions. J. Diff. Egs. Appl., Vol. 11, No. 8, pp. 721-733, 2005.

[41] L.-.W. Roeger. Nonstandard finite-difference schemes for the Lotka~Volterra systems: generalization
of Micken’s method. J. Diff. Egs. Appl., Vol. 12, No. 9, pp. 937-948, 2006.

[42] T. Royama. A comparative study of models for predation and parasitism. Res. Popul. Ecol., Vol.
Suppl. 1, pp. 1-91, 1971. '

[43] T. Royama. Analytical Population Dynamics. Chapman & Hall, London, 1992.

[44] K.R. Schneider and T. Wilhelm. Model reduction by extended quasi-steady-state approximation. J.
Math. Biol., Vol. 40, pp. 443-450, 2000.

[45] S. Schnell, M.J. Chappell, N.D. Evans, and M.R. Roussel. The mechanism distinguishablility problem
in biochemical kinetics: The single-enzyme, single-substrate reaction as a case study. C.R. Biologies,
Vol. 329, pp. 51-61, 2006.

47



58

[46] L.A. Segel and M. Slemrod. The quasi steady-state assumption: A case study in perturbation. SIAM
Revw., Vol. 31, pp. 446-477, 1989.

[47] H. Seno. Some time-discrete models derived from ode for single-species population dynamics: Leslie’s
idea revisited. Scientiae Mathematicae Japonicae, Vol. 58, No. 2, pp. 389-398, 2003.

(48] WEEFHYE. ﬁﬂi%#—fﬁﬁk#ﬁbﬁ@&@%?’) v 7 AP AR, ®E, 2007.

[49] H. Seno. A new discrete prey-predator system dynamically consistent with structurally unstable
Lotka-Volterra ODE model. [£%%]) , 2007.

[50] R. Seydel. Practical Bifurcation and Stability Analysis: From Equilibrium to Chaos, Second Edition,
Vol. 5 of Interdisciplinary Applied Mathematics. Springer-Verlag, New York, 1994.

(51] REIER, WATRIE, MAXK—, FRENE. BYERY FAK. Wi, 35, 2005.

[52) J.G. Skellam. Random dispersal in theoretical populations. Biometrika, Vol. 38, pp. 196-218, 1951.
[53] ME Solomon. The natural control of animal populations. J. Anim. Ecol., Vol. 2, pp. 235-248, 1949.
[54] D.W. Stephens and J.R. Krebs. Foraging Theory. Princeton University Press, Princeton, 1986.

[55] D.J.T. Sumpter and D.S. Broomhead. Relating individual behaviour to population dynamics. Proc.
R. Soc. B, Vol. 268, pp. 925-932, 2001.

(56] FAK. 7 vV LLRKOKY. HEHMMIE, FH, 1990.
[57) FHIEE, fR&¥E—. ¥ — LAHK ETRER, WHEALME, 55 C-12-1 8. #7HAR, 1968.

[58] A.R. Tzafriri and E.R. Edelman. The total quasi-steady-state approximation is valid for reversible
enzyme kinetics. J. theor. Biol., Vol. 226, pp. 303-313, 2004.

[59] V. Volterra. Variazione e fluttuazioni del numero d’individui in specie animali conviventi. Mem.
Acad. Lincei., Vol. 6, pp. 30-113, 1926.

[60] V. Volterra. Variations and fluctuations of the number of individuals in animal species living together.
In Chapman, R.N. “Animal Ecology”, pp. 412-433. McGraw-Hill, New York, 1931. (Z#R)

48



