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=B IEIRMEOBEZAFT L. Ry, T4 LARIREB(ICHITD AOBEEDRBEDIZ, Bt I DIzH(C. Eixd

DBRENTIVITEHICHD LARELET . Ry RHRANRL —F—DIART MNLHEETT . REDIEETRESIN

TWBBIDINSA—E —E(FHBIIC, =L —3 3239 D AODIBINEZ (FEAN EE (ST I DA HI
B(C KD TRFEDF I [Hernandez-Suarez C. Rabinovich J. Hernandez K (2012)

Theor. Pop. Biol., doi:10.1016/j.tpb.2012.05.004], 1(CEATF D ZDRED/\SA—F—DAIE (L. SEBIDEAFRFDIER,
ZREUET. RyBEDRBWRHDS—BEHETILDGE. MHEICGGTEINET . B EE(CEEREERESTILIC

BON S DFEIN, EHEFMETILICDOVWTERNTULET,

1.IFUIC

CDFEEETE. ROEADOBERET IILZRFTULET,
pt+1) = X(t)p(t), X(t)=A(t)+ B(t), t=0,1,...

Ep(0) BRASNIER™, R BNLpt) BERIOETESHFRIAIR—FR hERUET . A(t) TUT B(t) IRNTODHC
3 U TRE0DH A AmDIESITINTS . A(t) HEFTHITY . B(t) EFTHITY . BHEICTDEHC, 17
(A(t), B(t)) BEDOBERYUX M SBIRENET (AW, B _xo 51 TEREDR(ICY A TARENGEET
(1<i,j<K)HET M,;. BETp,. (A0),B(0)) 91T TT i. {THIEM = (M,;;) COXILITEHDEIIT
T, EFTHEEMFNEERZRFO TLET

(k) ,
ZBM <1, Vj, Vk.

Fle. ROZEEERELTVET,

« (HD) 3k, [B®W|; =max;¥, B <1
e (H2) 751 A® + B® nT)LT— K" (Caswell, 2001) o

eERE HBORETHNZF DT =5+ TIT7EITILT-RTY, SNSDREDV K DNIZFHSNDETEEMN
NHDFET,

SALARREBETDZDLEDSRAOETILICEAT DARMELRX @M B D ET (Lewontindd KTCohen,  1969%F;
Tuljapurkar. 1990%F) . FAEBEERLET

* Ip®)| =3 pi?)
o |- Uy ORERE,

LEEDIRET,

r = lim (log|p(t)])/t = lim (log || X(t — 1)X(t —2) -+ X(0)]))/1. 1)
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COFIRE(ZFEFEECHFEL. FPHIRMDOTILITEHECH D TS AIGEIRESNIIFEDRIES — 0 > X & (3
BA{%TI (Tuljapurkar. 1990. p. 26) . RERDITIINDKFEZY—TTDIC(E. ROKDICEEFT,
r=1r(4,B). lz&ER(E BERNRT MU RADS—TH D, BEMNMNIZLTOTE—ICDMLTULDIHE,

Mi,j = m] Vi,j,

<UL

r(A,B) = mylog(A" + BY) (2)
k

(Haccouetal, . 2005. §2.9.2) o

Bacaér& Guernaoui (2006) (&, BERIMRIRIBEDRES. BIRXR BT EINIBIREOTHNIBEZ—/ELUEL
1zo Ry tHBIDENARIRRERETY (Bacaér& Ait Dads. 20118 &20124F) o Thieme (2009, §5.1) &lInaba (2012)
(. RGBSR T3 DN ERRN TRV RERNIRIEDT — X ZAFT UELUIE. BIADEEE (Hernandez-Suarez et
ale . 2012) Tl SAFLREBEOETILADOBRMEDEIEZRELTCVET . UNU. BSDALEF Ry 1&£LEEU
THE. AONREBICIEINT DMNED T DINIE(CHMESNBIDITTESDFEA (REIZUTFITRUEY) - <D
BT RAELVLWULEWMEZEZDLDICGETEITDIRENGDFET, CNAHERDOHE—DEETT

r(A/Ry, B) = 0. (3)

SRR D E. Ry IEHEEHHVMENGIEHEEM/NRRERE URVWEFIREBICAOZEES5IZHC. IARTOD
HAERZDEITDIVENSDDHTT ., TDXD/MFHUTIT Ry (Li and Schneider. 2002, Theorem 3.1) (CKDT—E
DIRBICDLT.  (Bacaér., 2007. §3.4) BKUY (Bacaér. 2009, 0> 324) (CKD CEGRRFEEZ(IBERNIFEID
JERRRRIE (C DL Cifa s NE LTz,

o> 3>227T(E. BIRME (Diekmann and Heesterbeek. 2000) MDFIFEICHED T NREARARL —5—1 DANRD

MLFEREUVTERSNE Y. ElICELDE. Ry >1EULEDSRS r >0, foe2(d. BIRUASR (3) ZFEALT
STETERTEZERUTWVETD . (Bacaér, 2009) (CK> TRAHINRIRIETESNZIBREDR(E. CDEREOF7T
O—FDEFEDT—ATY, O3> 3(&.  (Hernandez-Suarezetal, . 2012) (CKD TRABATNLE/INSA—F
—H ANOADEAFDIENNEZ(EBADZRET D EERUTVWET, BUS3247TIE. BIRGZGHEICGTETEDX
NT—DT—ACEREHTET, BYBEFIETEIS I S5RENTVNET, TS 3>6ld. sRAEDEEE (Artalejo et
ale « 2012) ([CYU> DT BDIzHDBEFRIFHETILICDWTREREICHIMLTVET, fEmid. BIRME (Hernandez-
Suarezetalo . 2012) MELVEFAL TWLET . ERIROHIFEHFOBRERCERICEVNAGDET, CDELE
% < DFMDIREIRD TULET (Lewontin and Cohen.  1969; Tuljapurkar, 1990) o

2DEERELETONTA R
TEHANRT — R (Bacaér&Ait Dads. 201185 KU2012) EEERIC, AOZHAKCHDEILET . q(n,t) K D

(CEBIBRERNINLTY, t>0Z0LTn>0.

4(0,0) = p(0), ¢(0,t+1) = B(t)q(0, )
gn+1,0)=0, gq(n+1,t+1)=A(t)g(n,t)+ B(t)g(n+ 1,%). (4)

HEROAEDOTOSEFRELTLZE ¢(n +1,0) =0 DEONRT ML TI R™, &

p(t) =) aln,1)

n>0
KL EFFO>TVWET
p(t+1) = (A(¢) + B(¢))p(t) Vt>o0.
IEBEERELET
L= (N,R™) = {(af:(O),:L’(l), L) a() ERMVEZ0, =3 i l2:(8)] < —i—oo}.

t>0 i=1



(4) BEMTWBZEITEFELTLESL
(5)

RIS, LIFCOEEZTFD/I\FWV/\ZE-TY,
g(n+1,0)=0, —B(t)g(n+1,t)+q(n+1,t+1)=A(t)g(n,t).
ARL—SI—%BNIDA:L>L. B:L>LEPATOTATAEBEFIT:LLE
VeeL, V20, (A2)(0)=0, (Az)(t+1)=A(t)a(t),
(Bz)(0) =0, (Bz)(t+1)=B(t)z(t),
= z(¢).

(Zz)(2)
BRERS A(t) 2 UT B(t) BROITIIOEY MSBIREN TS ZEFASNTY Azc LELUTBr e LBL
zel. 5. AZTULT BERBEEET T

AL AT NLERE p(A+ B) ELL D)
ULEIX¥=A+B, BLAFEFE>TLWEIVvze L, Vr>1

SEHL, FhIEBITERE
(X7z)(t) =0, 0<t<r—1,

X(t—1)X(t -

2)- - X(t—1)z(t—71), t>T.

(X72)(t) =

(1) EXRT NLEEORCLD,
p(X) = lim |77 =P,

T—+00

||| R N UEECBEM T SNICEEFEETT.
flifB2, r(0,B) <0 : HENRVBE, AOFHERLUET .
S, B4 3O TOET|BY|, <1VkZUT |BY| < 1. Bk BRSNFET (t — +00) EDEIET m, T
7@ FEHIROT, T (1) OENS, O - | F. BEOEETYT, EHS5HESEER

BAFHEO>TVWET

(n)”l < Oo

r(0,B) < 7 log || B
HE p(B)<1le €D I - BIIREEJAETT : y= (T — B)z

RERS r(0,B) < 0. 1
t=(I-B) 'y=y+By+By+---,
FD
t
t)=> B(t—1)B(t—2)---B(r)y(r), Vt>0.
=0
& g, = (g(n,t))=0 HEEL (5) (&
(I - B)qn+1 = -AQna
FD
Ant1 = (I - B)_lAqn'
#UFXJ g, = Ag,e TDITETIE,

LERUT

BRERS g€ L. HREFHFOTNET ¢, € LVn > 1. TZHBR>TE
A(t)q(n, t) Bl Er + IDRIDEHNIC K DHEDARD MLTY, ROfERCE
= AIZ-B)"

gt +1) =
gni+1 = A(InJrl
KOBBEC(Z. gy (0) = 0 & HEDELHSTER

t
gnia(t+1) =Y A@)B(t—1)B(t—2)---B(r)ga(r), Vt>0, Yn>0
=0

EElo R, RERARL —F—DANRT NLHER AL - B)!



EEIERTOALESEFREUTLIZEUY Ry (Thieme. 2009, §5.1) BKU (Inaba. 2012) DEFHEIMICERBRIRIE
TOEFGRBESTILDEBE. IWEBFEL Ry(4, B) - EDITHINDKEFZEALET .

feill,

e Ry(A,B)>1%HEUL r(4,B) > 0.
e Ry(A,B)=1%6UL r(4,B) =0,
e Ry(A,B)<1HBUL r(4,B) <0,

SE#L,  (Thieme. 2009. Theorem 3.10) (CKAUE. Ro(4,B) -1 EAUFHEEFOTVET p(A4+B) - 1. LM
U. #REIEED p(A+B) =B, Ry(A,B)—-1URNADT. LAUABSZERD>TLET r(4,B).

26578 SARTE Ro(A,B) > 0. Ro(A, B) HEERDL=—U7/3#E T r(A/R,B) =0 & R € (0,+00)s
SEML, BRI (S —EDOHR AR (TR (CHTF I D128,

Ro(A/Ry(A, B), B) = 1.

b
i

21l
r(A/Ro(A, B), B) = 0.
5B ER r(A/R,B) = 022 < EB1DDVY1—-2320WH0DFET., (1) T,
R+~ r7(A/R,B), R¢ (0,+0)
A BEE T, RICEITDEEMZUECITDILET, RO ENGEICOHMNDFT,
R Ai(t)/R+ Bi;(t) V(i,])

FTR(CTOFRLEIHMEODEHRTY . COREITIHEASNTNET (Bacaérd KUMAIt Dads, 2012, F#&C)

(O—I>. 1980, EH#1) (CLKDE. R r(A/R,B)EETY . Eh5AEXr(4/R,B)=01DDYIU1—>3
S UNMFCEBA. ER 2DDERIRDVYIYI1—232 BB E R TUT Ry & Ry < Ry IS XUTREEL
R+ 7(A/R,B) CNS2DOMEDREIIEIT TR, EEOICRDET R > Rio CDHEEE]0, +oo] (CRMURTT . F/.
T, EhBFEBdEr(A/R,B) — r(0,B) <0EU R — +00. CDKDICLTFAEICELUT,

@& tiRB2(d. —MIC Ry (FrZstBIDDERAUKSVEULL « ZHEZERIDIRENSG DD, stEREN
R<IADFET,

2L EEIRIRIR DS (1,2,...,K).  (Bacaér, 2009) (&, Ry DARI NLHFETUEZ

-1

1
AWM o 0 0 _B® I
0 A
0 (7)
0 I
(K)
0 0 A ; . _®

Bacaér& Ait Dads (2012, #pRE3) (. CNUd Ry AIEROME—DEE T T

AE) A
A7 g (AL L gw)) 1
”(( R ) ( R

X (1) Z2EATDE. LEDOERFEICRITROESCRDFET, WERE, Lizhi> T, mi2h5. R,

(Bacaér. 2009) (& R, AENIRMRIBORFEDT —X(CHITDEERID (M;;=1ELj=i+1TLT
1<i<K-1. Mg;=1. BXU M,;; =0ZDSTRWNES) . TLEZ FTEXT Ry DART MLHFEDL S
HARIRIR T (3



AL 0 0 —~BW 0
0 0 (8)
: NS 0 0 : S I 0
0o ..- 0 A& 0 0 ... 0 —B&-1 I

EEE(CHERTEDDIE. (1) OARD MLHEZEICZE UL (Herandez-Suarez etal, « 2012, &< 3>5) &
(Bacaérand Ait Dads. 2012) ([CEKNUE. CDANRT NLHEE(E AT — B)™' (Cushing and Zhou. 1994; Caswell,
2001) BEHN—TEDIBE. AW = A Z0T B® = BVk.

B3, DEE R, LR IFEDS A LRI~ >R EFEEHETT (At), B(t))mo« CNUETILI TEBEICRNE
¥, 3Ry EFILOBERECIER ENTEET,

SEL, W)L TDEHEICRDTRBED2 DD~ > RZERUET . (At), B(t) €UT (4A(t), B'(t). MiEIDHER
(& Ry(A, B) €UT Ry(4', B")e TNZERUEL Ry(A, B) = Ry(4A', B'). 3782 TlE. r(A/Ry(A,B),B)=0%LT
r(A'/Ry(A',B),B') = 0. UM U. BERFRBEOFEDS —T > X E(FEEHRTI (Tuljapurkar. 1990) o 7ZHSFA
Z5&

0 = r(A/Ry(A, B), B) = r(A'/Ry(A, B), B).

Ro(A,B) UT Ry(A', B)) DFERETY r(A'/R,B') = 0. tpEB2([CLBE. Ro(A4, B) = Ry(4', B).
3.BIDINSGA—H—

EfDECE (Hernandez-Suarez etal, . 2012) (&, BIREZY KUY IXDART MIHFEREUVLTERIT D 7R
ZLUTLET

MMA(l) MK,IA(K) M1,1B(1) MKJB(K) -t
: I—- : : 9)
\ MixAD oo My A } \ MixBY oo MBS }
IE. @RS XOBEMTHITT., TOINRT NLERISEFEUET R, RELZEITRIZHIC,
NIVADREBICE I XA Tl
.. logE[[p(t)]]
logp = lim ———— (10)

FETS (|| I>R—R> hOASERUET) . 5[0,

o nld. DM ®I).

o DXAITOVIITHITY D = diag(A®) + BY, ... AK) 4 BE))
o M' MODERIEITSI

o [ BA{THITY,

Tuljapurkar (1990, p. 45) (FZNZ/ULFvrREMFATNET,
R,

e R,>18EBUL logu>0
e R,=18BUL logu=0
e RF<1HBU logu <0,

AEfl, FEA (FFTFDOTLET



My (AW + BO) oo Mg, (A 4 B))

DM'®I) = : :
My g (AD + BW) oo My (A% 4 BE)
ZODATHNIREF UL A* + B,
M1,1A(1) . MK,lA(K)
A= P
My gAY . Mg g AF)

ZUT B RAKRIC. AZBICESMZ B CETEBREINE I, (Thieme. 2009, Theorem 3.10) (CENUE,
p(A*+ B*) —17UT p(A*(I - B) ) —1EAUEBZF > TWVWET, Ehhu=pA*+B*) ZTLT
R, = p(A*(I-B*)™).

I TERAN/RIRIET(E. Ry =R,. 175 (8) & (9) ZHE&I B ENNBLDIT,
AANDNST—T—R

HE EAERFTH A(t) TUT B(t) BRDS—THD. BEMRIILTED, A—CHBLTNBHE. Bk ()
ERERL(E,

K (k)
ka log<A— + B(k)> =0,
k=1 Ro
FFEF
K k my
11 (ﬂ +B<k>) 1
i1 \ Lo

R, EHTBEENOTILIIEEDLD—BORT —2EEZTHELLD. M= (M,,) BERERDTHIT
¥, EHEEHIROT. ST ERBIE TEY ULBROEENHE LET.

Wj:Zﬂ'iMi,j Vj, Zﬂj:l'
i J
(Haccouetalo . 2005. §2.9.2) (&, FBREZERHN

r(A,B) = mlog(A® + B®)
k

SERADTZSH(C. BICENISERL T ESW

log p(t) = Y log X (7) + log p(0).

T

-

Il
S

Et— +oo. FUWEDH log(A®) + BW) tDEEHE 1.t + o(t). BaRE2(E Ry DFERIRTT

K /A ™
HCL+W)=L (11)
k=1 Ry

LIzt T, BEICETETEEY Ry HIRIETHEICLKD.
5.451

BHOHELT. ADS—HBEH (m=1) . 2DORENHDELFET (K =2)

0,3 0,7)

AV _1 B _ o5 A® —01. B — M=
: 05, 01, 0,58, 06 o4



EEDIE (m,m2) = (6/13,7/13)s TX (11) ([F Ry ~ 0,949 < 1 : AOKF(FHEE (CHEBDBHEICHELTLWET, TD
KORBITE. BAER (9) [F R ~1,050 > 1. NESWAFEDCDETILDV DNDEZaL—>3>2p(0) =1N%Z
SBALET. MiE. TOCANERICHEER THDZELZRUTWET, /(SA—FERERIGEIRESNDIZD.
Ry<1ZUTR.,>1, IZIZU. DZLDHE. 2DDISGA—=F—(ZIDORICAIICH D, FADNDITHMUMNEND
ROWKDICBONET . ZDEVNE. Z<DBEI%KRTECIT. CORDIBREBWNIENENICEFEETIFRVLERON
IMELNELBAN., BENCRMBEOBERZIATDICETEERFEXTY.

-1

=157

T
a 250 500

1, logp(t) DEIT(Ete CCIC Ry < 17AM5 R, > 1,

2BEDFIELT. 22094 T L2 DDRIBEF DETILEEREF Y,

0,1 2 0 0
AD (T B —
( 0 0)’ 0,1 0/’
1 0,3 0 0 0,5 0,5
A® — ) B® — M= .
(0 0 )’ 0,7 0/’ 0,5 0,5

THNSEFRLTLIZEESW AW 4 BR & k=12 (L RAU—TAITH D, BREFMILTHED. ALLSCHELTN
F9. X (9) (FR, =101 >1, &p(0)=(11). RORXT REXR ZHEELET

;1og<|p<t)|/|p<o>\>

1 5000%=, TOTX(E1000EHEDIRENET . FHEHKERE-0,1021 ZFETS— 0,0074. CHUFr <0ZRE LT
D, Ry<1. BEUEHENICHTET D, pEEFEALET. AW & k=1,2RICELDT. FHILLHBERK
ZHWELUET. ER=084. FELERDI< r~0,0135Z2HETS— 0,0072. THUIRELTWVET r >0, &
R=0,88. H4FRD< r~—-0,0168 ZRETS— 0,0071. TNIERELTWET r <0, EHMS5ENE

0,84 < Ry < 0,88,

BUCAIT, BREODERZEEFOANRT MIHEREUVTERERT IS EETEFRT.
Q=A@ -B)"

=720, (Inaba, 2012, lemma?9) (CKD CTHBSNCEGEBIOBEDLD(C. COFEEFICFCOLSOESRIE
RN EICERLUTL RS, TEFETEET g, UTDRODONAE L TBREERREEDET /g.]/]90]-
ZofFITlE. BRB®) =0Vk, K =1,2FUT go(t) =0Vt > 3. BFHHIER (6) (F. gu(t) =0VE>T. TD

gni1(t) =0Vt > 7+ 2, ENSHTZE(E gu(t) =0Vt > 2n+ 3. 5TRITDI(C(d g, . BRIRITTEIDZER L DOEEFOZIR
SIBEFTTOTY 1({0,1,...,2n+ 2},RY). Tld. N=1000. FL(FEREBEDI0DS > LREHIEERUEL
Jzo BIRMOHEMBIE. I TICHESNIEHEMBEE—BUT. F1590.86H5 KRERZE0.015STRDOMDFE LU/,



6. . 2% DB S EFT IV

TILVT— ROS A LARRCH T 2EGEREDOAODRIZETILICDNT, EkOERERATYFULELLD. €
FILVEBICESDTHFELELD

D — (4t - B, (12)

. p(t) RTMLTT
o A(t) EEZECODREEZ DY+ nDESTITT,
. _B(t) FEOIMIICEFEFCODFEEEE DR LY A XDITHTY.

b ULFET

o (A(t), B(t)) BEOBRUINMIBLTLS (AW, BM)),k
o RIBEOYIOBR(F. NI —/0EGRRRIONIL I T&EHEICRHNET (Geetal, « 2006) . RRETHDMER KiF
ACHITD TEESNFT. Ii(t) . OFRREKETT
dIl
— = Q)L
Q(t) (&, BEATOBIMIDBEERITII TS D MADIMICIEEZ(FCODEFREN DD, KA TER L TL\DTZ8H.
RDESCIRDFET . Q)(t) = — X0,.; Qij(t)o
T RUYOR Q(t) % < DEMNEZEHNREE LS > HF ARFEDREZRERT Dz, BN TY . BEEERHITEST

ILDBE. COESHERRF>TEIS I IDBBITIIMIHFADLENTEET . MA,B)UFTIID (12) D
BRADIEFTT (Arnold and Wihstutz, 1986) o« EED A(0,B) <0 : AOFHERLUTOCYERULET,

BHNE. EHREEFOINAY MNLERE UTERTEET K FHT L1((0,0),R™) [CL>TERENE

(Ku)(t) = A K(t, 2)u(t — 2) da,

ZCT. BIF K(t,z) = A(t)O(t,z) TUT C(t, z) BREIDEFTN t — 2 2L Tr

% B)2s) (t-z<s<t) Ht-w)=I

(Bf4751) o EBR.  (Bacadrand Ait Dads. 2011, lemma?2) W5, tHnlC KBEMEMISLZDDHREDNRT NL
(&, COMEEEFZSORERBGRZEMBIZIZENMOMNDET, (6) . COBEBEFDANRYT NLFEREBIRMDRM
DU DODFHRBAICDNTIE, RERIETILICDWTIE.  (Inaba, 2012, €O 3>4) ZSBULTLEEWV. €D
BE Ry > 0. BIEME. M(A/Ry,B) =0. @E2DELD(C. AT NLHEE Ry D K SRA3DK D (. IRIBEDRED
SIOANRS =T ZANSI(FEFERCHIZILTWET,

C(t,z) = Z(t),

A0 p(t) ZHS—TT,

reERE
1 t
(A) = lim — [ A(s)ds
t—oo ¢ 0
Ehsfhresid
_ (4
R}

(XS EHAR /MR EZFF DET )LD (Cordova-Lepe etal, « 2012) DFEELERRTY . ITRT NLDHEv=(11...1)
« BAEFOTVWET do/dt =0=vQ(t). (Perthame. 2007. §6.3.2) (CKNIE. AHATEEDHE—DEMENFE
FTBTERRITENTEET u(t) D



NIV TEEHDZEDER (.

EhSihesiZ

fy Sue(s) AW ds
foT >y ur(s)B® ds .

TR YIRDEBE Q(t) (ICHIF LRVEE. KDL SRE—DRY MLubis D ET,

QUZO, 2’11421

Ry

EhaihfesiE

B > u A®)

Ry= —/————.
’ Zk“kB(k)

DR Ry [Artalejoetal, . 2012, §4.11 EELTY, RiFA

- Y. )]

DEWVWRy CDitEE [ Ry " (ZTITER#E R.) (Hernandez-Suarezetal, . 2012) (&, —ATIlE HEXRM ] REX
(1) EDEBWNCEBMLUTED. CNEFAORRROBFHECEZF LW

)

t——+00 ’

—7. AOHEAEFOEINZE (10) (Lewontin and Cohen. 1969; Tuljapurkar, 1990) . CHlZE. 0TI DrDAIE. F/z(&
Ry1&EHEUT, 2 =2l —2 3> CTHEMNBIRER THIMBIER THINZRELET . ULNMURHS logu €
UT R @& LENE GEAHNS—) BEMONILITRIETIE. STENEIDINCRHETT ., TNSE. BEHiGRT5
DANRD MLHIRIC K> TEZBSNET,

.10 !
S >4 LRIBAORELEFIE U T < NJzSylvieMéléard., Odo Diekmann, #%(CCarlos Hernandez-Suarez(C /B U E T,
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