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MBI u3y4yaeMm MOHSATHE BOCIIPOM3BOJUMOCTH, OTMETWI Ry , U151 3a1a4 AMHAMHUKH HACENICHUS B CITy4alHbIX cpenax. s ynpoieHus npeanoiokuM, 4To
MOCIIeJOBATENIBHBIE CPEIbI CIESAYIOT IO Ienouke MapkoBa. Ry ClIEKTpaIbHbINH paIuyc olepaTopa CIeIyIonero mokoyieHus. Ero nojoxeHne OTHOCUTENBHO | Beeraa
OIpeIeNseT POCT MIH YMEHBIIEHHE MOITYJSIIUH IIPH MOICIMPOBAHUH, B OTIIMYKE OT JPYTOro napaMmerpa, IpeioykeHHOTO B HemaBHel crarbe [Dpuannec-Cyapec C.,
PaGunosna k., dpuanznec K. (2012)Theor. Pop. Biol., d0i:10.1016/j.tpb.2012.05.004]. ITosoxeHue 3TOrO MOCISAHETO apaMeTpa MO OTHOLICHHIO K 1
OIIPE/ICNISET POCT M YMEHBILICHNE OXXHUIaHUI HaceneHus . Ry Jerko BBIYMCIISLETCS B ClIy4ae CKAISIPHBIX HOMYJISILUOHHBIX MOJIeIIei 0e3 Kakoi-Ti0o cTpyKTyphl. B
OCHOBHOM HAC HHTEPECYIOT MOJIEIH C JUCKPETHBIM BPEMEHEM, HO TAKXKE YIIOMUHAIOTCSI MOJIEIHU C HEMIPEPHIBHBIM BPEMEHEM.

1. BBenenune

B 3101 cTaThe MBI PaCCMOTPUM HOMYIISIIHOHHBIE MOAEIH BHIA
pt+1) = X()p(t), X(t) = A(t) + B(t), t=0,1,...

¢ p(0) npusenenst 8 R™, Bekrop p(t) NpeacTapiser pasIMyHble KOMIOHEHTHI HaceneHust. A(t) a taxxe B(t) ABISsIIOTCS KBaJPAaTHBIMI MAaTPULI@MH pasMepa m ¢
koahdunmentamu > 0 wst Beex ¢ . A(t) 3o Marpuna poxaerus B(t) 3To Marpuia BeDKHBaHKS. JITs YIPOIeH s Ipeanonokuy, 9to Marpurst (A(t), B(t))
BBIOMPAIOTCS M3 KOHEYHOTO CIMCKA CPeJl (A(k), B(k>)1gkg &, 3a cpenoi Tuna i credyem cpena tunaj (1 < 4, < K) ¢ BepostHocTbio M j, C BepOSTHOCTBIO 14; ,
(A(0), B(0)) umeer tun 4, Mol npeamonaraem, 4to marpuua M = (M; ;) sroii nenn MapkoBa HelpuBoAnMa. MarpHIbl BBDKMBaHHS HMEIOT GHONIOTHYECKOe
3HaYCHHE, CCIIH

S B <1, v, vk

1
MBI Takxke Npeanonaraem:

« M3k, [|BW|=max;3,;BY <1
o (H2) marpuupst A®) + B®) gpusiorcs "sproguueckumu” (Caswell, 2001).

Hampumep, npuMUTHBHBIE MaTPHIBI ¢ 00LIel MaTpUIIEH HHITHIEHTHOCTH SBJISIOTCS SprogudeckuMu. HekoTopble U3 9THX NPeAnoIoKeHui MOTyT ObITh OCIa0IeHbI.

CyecTByeT 00IIMpHAst TUTEpaTypa 0 TAKMX MOJETSIX HAaceneHus B ciy4vaitHoit cpene (Lewontin and Cohen, 1969; Tuljapurkar, 1990). Msr onpezesnsiem

o [p()] =3 mi(t)

e || - || maTpruHsbIii cTaHapT.

C y‘{eTOM BBIIICHU3JIOKCHHBIX npe;[nonox(eﬂm‘z’[,
r = lim (log|p(t)))/t = lim (log | X(t — )X(t — 2)--- X(0)])/% (1)

DTOT mpejien MOYTH HaBEPHSKA CYLIECTBYET, U OH HE 3aBUCUT OT HAYaJIbHOTO YCIIOBHS 1 KOHKPETHOH MOCIICI0BATEIBHOCTH CPEl, BRIOPAHHBIX CIIy4aifHBIM 00pa3oM B
coorBercTBHE ¢ enbio Mapkosa (Tuljapurkar, 1990, p. 26). Uro6bl 0603HaYNTh 3aBUCHMOCTH CKOPOCTH POCTa 7 OT Marpull, 3anuiueMm r = r(A, B), Eciy,
HalpHUMep, BEKTOP HACCIICHHS SBIACTCS CKaIAPHBIM H €CIIH CPe/ibl HE3aBUCHMBI U OMHAKOBO PACIIPE/CICHbI, TO

Mi;=my; Vi, j,
a TaKXKe

r(4,B) = Z my, log(A(k) + B(k)) .
k

(Haccou et al., 2005, §2.9.2).

baxkaep u I'eprayu (2006) 0600mHIN Ki1accHYecKoe IOHATHE BOCIPOU3BOJUMOCTH, TAK)Ke Ha3bIBAEMOE CKOPOCTHIO BOCIIPOM3BENICHHS, B CITydae NEPUOIMIESCKIX
cpen. Ry acumnToTHYeCKast CKOpOCTb pocTa 1o nokonenusM (Bacaér and Ait Dads, 2011 u 2012). Thieme (2009, §5.1) u Inaba (2012) usyunnu ciyvait
JIETePMHHUPOBAHHBIX CPeJ] B HEMPEPHIBHOM BPEMEHH, HO He B epuoxudeckoM. B Henasueit crarse (Hernandez-Suarez et al., 2012) npeaioxkeHo afanTupoBarh
BOCIIPOM3BOIMIMOCTB K MOJIEIISIM CO CIIy4aifHBIMU cpeiaMu. TeM He MeHee, TIOX0XKe, YTO MolokeHne ux Ry 1o cpaBHEHUIo ¢ | He Bcerna peraercs, OyneT i
MOy B KOHEYHOM MTOTE YBEINYUBATHCS HIIM YMEHBLIATHCS (KOHTPIpUMEp OyAeT IPEACTaBIeH HiDKe). B aToii cTathe MBI 00BsICHsIEM, Kak Ry cnenyer
paccuuTarh, 9YTOOBI MOMYIUTH MPABUIBHBIN TOPOT: 3TO €INHCTBEHHOE PEIICHUE YPABHEHHUS

7(A/Ro, B) = 0. (3)

Jpyrumu cioBamu, Ry 3T0 4ncio, Ha KOTOPOE HEOOXOAMMO Pa3CIUTh Bee KOIPHUINCHTHI POXAAaEMOCTH, YTOOBI IPUBECTH HACEICHNUE K KPHTHYECKOW CHTYyallUH,
KOTZia He HaOJIIoaeTcst HU HKCIOHEHIIHAIBHOTO POCTa, HU KCIIOHEHIINATIBHOTO crana. Takas XxapakrepucTika Ry ObIIO BBIIENICHO Ul MOCTOSHHBIX cpex (Li n
Schneider, 2002, Teopema 3.1) 1 17151 IEpHOIMYECKUX CPEJl B HEIPEPHIBHOM MM TMCKpeTHOM Bpemenu (Bacaér, 2007, §3.4) u (Bacaér, 2009, pa3nen 4).

B pazzerne 2 BOCIPOU3BOIAMMOCTD ONPEACISIETCS] KaK CIEKTPATbHbIN PaInyC «OMepaTopa CIeayIONero MOKOISHUsD B COOTBETCTBHH ¢ TepmuHonorueit (Diekmann
and Heesterbeek, 2000). CornacHo npemsioxkenuto 1, Ry > 1 ecnu u Toibko eciu 7 > 0, [Ipeanokenue 2 moKa3bIBaeT, YTO BOCIPOU3BOIUMOCTb MOXKET OBITh
paccumTaHa ¢ UCrojIb30BaHNeM ypaBHeHHs (3). @opMyna BOCIPOU3BOAUMOCTH, MOTyUeHHast A1 nepuoaudeckux cpen (Bacaér, 2009), sBisieTcst 4aCTHBIM ClTydaeM
MoJIXo/1a ATOM crarhi. Paszen 3 nokassIBaeT, 4To napamerp, HeiaBHo BBeieHHbIN (Hernandez-Suarez et al., 2012), onpeenser pocT WM CHIKCHUE OXKUIaHUI
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HACCJICHUA. Pa3[I€J'I 4 TIOCBSIIECH CKAJIIPHOMY CJIyYar0, JIs1 KOTOPOI'O JIETKO BBIYUCIIACTCS BOCIIPOU3BOANMOCTD. YucneHHbie TIPUMEPELI IPEACTABJIEHBI B pa3a€iie 5.

pazzerne 6 KpaTko 0OCYKIAIOTCSI MOZIENH C HEIPEPHIBHBIM BPEMEHEM IS CChUIKH Ha HeJaBHIO cTaThio (Artalejo et al., 2012). 3akimoueHne 00bICHICT pasHHLLY
MKy Hamleil BOCIIPOM3BOAMMOCTEIO U Bocnpom3BoauMocTsio (Hernandez-Suarez et al., 2012). CymecTByeT Takas e pa3HHIIa, Kak MEXKITy O)KHJJAHHEM TEMIIOB
pocTa U TeMIIaMu pocTa OXKUAAHUNA. DTa pa3HuLa Oblia mpeaMeToM MHOrourcIeHHbIX quckyccuit (Lewontin and Cohen, 1969; Tuljapurkar, 1990).

2. Onpenenenue u cBoiicTBa R

Kax u B nepruonnueckom ciyuae (Bacaér u Ait Dads, 2011 u 2012), Mbl 1euM HacelleHHe Ha TOKOJIEHUsI. ¢(n, t) BEKTOP MOMYJISLKH, IPUHAISKAIIHIT
MIOKOJICHUIO 71 B MOMEHT BpeMeHH f : i Bcex t > 0 a Taxke n > 0,

q(0,0) =p(0), q(0,¢t+1) = B(t)q(0,)
gin+1,0)=0, g(n+1,t+1)=A(t)g(n,t) + B(t)g(n + 1,t).

OGparute BHUMaHUE, YTO HOJIb B IIPaBoii yactu ypasueHust ¢(n + 1,0) = 0 uynesoii Bektop R™, C

pt) = q(n,t)

n>0
y Hac ecTb
p(t+1) = (A@®) + B(t)p(t) Ve >0,
Me1 onpenensem
m
L=/¢(N,R™) = {(z(O),x(l),...); o) ER™MVE>0, a| =D |m(t)] < +oo}.
>0 i=1
Torna L - 6aHaxoBO NPOCTPAHCTBO ¢ 3TOI HOpMO. OOpaTHTe BHUMaHHE, YTO (4) TaKXkKe HAIKCAHO
g(n+1,0) =0, —B(t)g(n+1,t)+q(n+1,t+1) = A(t)g(n,t).
Bsecru oneparopos A : L — L, B: L — L u oneparop unentnanoctu Z : L — L ¢

)7

Vee L, Vt>0, (Az)(0)=0, (Az)(t+1)=A(t)z(¢
t),

t
(Bz)(0) =0, (Bz)(t+1) = B(t)x(
(Tz)(t) = z(t).

=
Il

TTotomy uto A(t) a Takxe B(t) BIOHparOTCs M3 KOHEYHOTO HabOpa MaTpHL, sicHO, 4To Az € L a takxe Bz € L ecnu « € L, Bonee Toro, A a Takxe B
OTpaHMYCHHBIE TMHEHHBIC OTIEPATOPBI.

Jlemma 1. Cnexmpansnviii paduye p(A + B) pasno €45,
JoxazareabcrBo. Mot onpenensiem X = A+ B, V vac ects Ve € L, V7 > 1,
(X7z)(t) =0, 0<t<rt-1,
(XT2)t)=X(t-1)XEt—-2)---X(t —1)z(t — 1), t>r7.

C yuaeroM (1) 1 GopMyIIBI CIEKTPAIBHOTO pajiiyca UMeeM

pA) = Tim || = A,

| - || sBAseTCs cTanmapTom omeparopa, CB3aHHBIM C BEKTOPHBIM CTaHIAPTOM.
Jlemma 2. r(0, B) < 0 : nacenenue ucyesaem, eciu nem poxcoenuil.

Jlokazateberno. Y nac ects | BW)||; < 1V a tawke || BY||; < 1, Okpykenne k TOABISETCS (€C £ — +00) B TONOKHTETBHON (DPAKITAH T, U3 HITCHOB
ypasrenus (1), mockonbky nens Mapkosa Henpusoauma. Ho || - ||1 siBIsieTcs Cy6-MyIBTUIUIMKATHBHBIM CTaHAapToOM. MTaK, MBI [OJydaeMm
7(0, B) < 7, log || B¥|; <0,

IToromy uro (0, B) < 0JIemma 1 moxassisaer, uro p(BB) < 1, Tax Z — I8 o6parum: ecu y = (Z — B)z, y Hac ecTh
t=(ZT-B) ly=y+By+By+---,

TO €CTb
t
z(t) =Y B(t—1)B(t—2)---B(r)y(r), Vt=>0.
=0
C gn = (g(n,t))¢>0 ypaBHeHHE (5) 9KBUBAJICHTHO
(I - B)‘]n+1 = Agn,
TO €CTb

Gn+1 = (I - B)ilAQn-

Tlotomy uto qo € L,y Hac ecTb ¢, € L Vn > 1, Met onpezensieM g, = Agy, Takum o6pasom, gn(t + 1) = A(t)g(n, t)sBisercs BEKTOPOM poxXIeHHIT U3
TIOKOJICHHS /1 MEXK/Ly MOMEHTAMHU BPEMEHH £ U ¢ + I . Mbl IPHXOMM K CIIEAYIOLIEMY BBIBOLY:

-1
Gni1 = Adny1 = A(I - B) 9n-
Botee KOHKPETHO, MBI UMeeM g, 11(0) = 0 u ypaBHeHHE OGHOBICHHUS IS POKACHUIH
t

gni1(t+1) = A@t)B(t—1)B(t —2)---B(r)ga(r), Vt>0, V¥n>0.
7=0

B



Onpenenenne 1. Ry crekrpaibHbIi pagryc oneparopa ciemyomero nokoienns A(Z — B) 7L,

O6parnTe BHUMaHHE Ha aHAJIOTHIO MEXTy onpeneieHneM | u mpencrasinenneM Ry Juist Mojiernieil ¢ HepephIBHBIM BPEMEHEM BO BPEMEHHBIX HEOIHOPOIHBIX
cpenax (Thieme, 2009, §5.1) u (Inaba, 2012). Mbi numem Ry (A, B) nog4epkHyTh 3aBUCUMOCTb OT Psi/ia MaTPHIL.

Mpenioxenne 1.

* Ro(A,B) >1 ecu r(A, B)
* Ry(A,B) =1 ecu r(A, B)
e Ro(A,B) <1 ecu r(A, B)

Hoxkaszareabcrso. Cormacuo (Tum, 2009, teopema 3.10), Ro(4, B) — 1 umeer Tort *e 3HaK, uto u p(A + B) — 1, Ho nemma 1 rosopur p(A + B) =€
Ry(A, B) — 1 mosToMy HMEET TOT e 3HaK, 4to u 7( A4, B),

0,
0,
0,

AV

7(4,B)

Tpennoxenne 2. [ipeononoocum, umo Ry(A, B) > 0, Ry(A, B) sensemcs eouncmesennvim pewenuen ypagrenus v(A/R, B) = 0 ¢ R € (0, +00),
Joka3sareabcTBo. [I0CKOIBbKY BOCIIPOM3BOAMMOCTB JIMHEIHO 3aBHCUT OT Habopa Mokasareneil poxJacMOCTH, Mbl HMeeM
Ry(A/Ry(A,B),B) =1.
C mpeuioxernreM | Mbl nMeeM
r(A/Ro(A,B),B) = 0.
Urax, ypasuenue r(A/R, B) = 0 ectb xots 661 onHo pemenne. C (1),
R~ r(A/R,B), Re€(0,+0)
sBIsieTcst yobIBatomen GyHkiueil. B3sB 1Bax bl IPOM3BOAHYIO MO R , MBI JIETKO BUIHM, 4TO
R Aij(t)/R+ Bi;(t) V(i)

sBIIsieTCs (pyHKIMeH TM00 TOXKIECTBEHHO HYJIEBOH, JIHOO JIOr-BBITYKIIOH. DTOT MOMEHT yiKe ucroib3oBaics (Bacaér and Ait Dads, 2012, npunoxenue C). CortacHo
(Koaw, 1980, Teopema 1), R — r(A/R, B) sBnsiercs Boinykioii Gynkuueit. Utak, ypapuenne r(A/R, B) = (0 MOXET HMETH TONBKO OJHO pelIeHue. JleiiCTBUTENbHO,
eciu ObI OBUIO JBa pa3HbIX pelenus Ry a taioke Ry ¢ Ry < Ry, yObIBaronias 1 Belykiast pyHkuus R — ’I‘(A / R, B) Oynet nocTossHHBIM O He TOJBKO MKy STHMHU
IByMs 3HAUCHWSME, HO st R > Ry, Dta Qyrkius |0, +-00] B R Beimykislit 10 Takxke HempepsieHo. Utak, Mot umeem (A /R, B) — r(0, B) < 0 eciu R — +00,
Taxum 06pa30M, MbI IIPUIIIH K IPOTHBOPEUHIO.

3ameuanne 1. [IpeanoxkeHne 2 MoKa3bpIBacT, UTO B 1IEJIOM pacueT Ry 3TO Tak e CI0XKHO, KaK BBIYUCICHHE 7, M TpeOyeT O0Iblle BpEMEHH BBIYUCIICHHS, TaK KaK
JIOJDKEH HMCIIOB30BATHCSI METOX JUXOTOMHH.

Ipumeuanue 2. Jlns nepuoaunyeckux cpex B mopsiake (1,2, . .., K)(Bacaér, 2009) nokasai, 4ro Ry ObLI CIIEKTpaIbHBIH paanyc
A0 o o _BM I 0o --- 0 -
0o -B® I
0 A® . . .
0 . . : . (7)
0

: . 7
0 e 0 A® \ o g _B(K)}

Bakaep u Aiit Janc (2012, npeuioxenue 3) HacTauBaId Ha TOM, 4TO 3TO R SBISIETCS] €AUHCTBEHHBIM PEIICHHEM yPaBHCHUS

AK) A
Z 4B} (Z— L BW)) =1.
”(( R ) ( R

C nomonipio ypaBHeHus (1) neBast 4acThb BhIIIE BU3yalbHO PaBHA e"(A/BB) ITosTOoMy MBI MOXKEM CAEJIaTh BHIBOA M3 MpeioxkeHns 2, uto Ry B (Bacaér, 2009)
npenTdeH Ry onpenenenus 1 B 9actHOM ciydae nepuoandeckux cpea (M;j = lecmj =i+ laTakke 1 <i < K — 1, Mk 1 = 1, aTake M; ; = 0 ecnm ne).
MBI MOXeM NpeAcTaBuTh Ky B IEpUOANYECKOI CpeJie, TAKOM KaK CIIEKTPpalbHbINA paiinyc

-1

0 0o --- 0 AK) I 0 .- 0 _B&)
A0 0 0 -BW I 0
0o .- : 0 : (8)
: 0 0 : I 0
0 .- 0 AEK-D 0 0 ... 0 —p&E- I

KOTOPOE MBI JIETKO BHIMM, PaBHO cIeKTpansHoMy paguycy (7) (Oprannec-Cyapec u ap., 2012, pazgen 5). Cornacuo (Bacaér and Ait Dads, 2012), sTot
CTIeKTPaTbHBIN pajinyc paseH crekTpanbiomy pamnycy A(I — B)~1 (Cushing and Zhou, 1994; Caswell, 2001), koryia cpena noctosinna, ¢ A®) = A a rawxe
B®) = BV,

Ipennoxenne 3. Onpedenenue Ry eviwe ne sasucum om konkpemmuot cayuatinoti nocredosamensrocmu (A(t), B(t))e=0, komopas cnedyem yenouxe Maprosa.
Tax Ry Mooicro nazeams 60cnpouzssooumocs MoOei.

JokasareabcTBo. Mbl BHIGHPAaeM /B TIOCIEN0BATEIBHOCTH CPEL, KOTOPBIE CIEMYIOT 10 uenouke Mapkosa, (A(t), B(t)) a takxe (A'(t), B'(t)),
CootserctByromue penpoaykriusaoctd Ry (A, B) a taxke Ro(A', B'), Mbl x0TiM mokasats, 910 Ro(A, B) = Ry(A’, B'), C npeanoxeHneM 2 Mbl IMeeM
r(A/Ro(A, B), B) = 0 a taxxe r(A'/Ro(A’, B'), B') = 0, Ho TeMIIbl pocTa He 3aBUCST OT KOHKPETHOI nmocienoBarensHocty cpea (Tuljapurkar, 1990). Utak, Mbt
nMeeM

0= T(A/RO(Aa B)» B) = T(AI/RO(A7 B)v B,)‘

Ry(A, B) araxxke Ry(A’, B') ssisiorcst pemenusivu (A’ /R, B') = 0, Cornacro npenoxennto 2, Ry(A, B) = Ry(A’, B'),

3. Eme oqun napamerp



B nmenasueii ctarse (Hernandez-Suarez et al., 2012) npeutaraercst onpeaenuTs BOCHIPOU3BOAUMOCTD KaK CIIEKTPAIBHBIN PaJiyc MaTPUIIBL

M1,1A(1) .. MK,IA(K) M1,1B(1) . MK,IB(K) -1
: ()
MigAD o M d® ) | \angBY - MexB®) |
Ist0 CANHUYHAs MaTpulla NoAXOAAIIETO pasMepa. OTMeETUM 3TOT CHeKTpaJ‘IBHBIP'I paguyc R* yTOOBI 30€XkKaTh IIyTaHULbI.
s JIMTEPATYpPHI IO MAPKOBCKUM Cpe€aaM U3BECTHO, UTO

g — 1 22ELP)]

t—+oo t
cyuiecTBoBarh (|| 0603HayaeT cymmy KoMIIOHeHTOB). Boiee Toro,

e - criekTpanbHbii panuye D(M' ® I),

e D marpuia auaroHanbHoOro 6imoka D = diag(A(l) + B(l), e ,A(K) + B(K)),
o M’ tpancnoHupoBaHHas Marpuia M

¢ [ 5T0 eqUHHUYHAS MaTPHULA.

Tuljapurkar (1990, ctp. 45) HazsIBaeT 310 hopmynoit bxapyun.
IIpennoxenue.
e R, >1 ecnu logpu >0
e R.=1cecmu logp=0
e R* <1 ecau logp <0,

Jloka3aTeabcTBO. Y HAC €CTh

M1,1(A(1) + B(l)) MK,1(A(K) 4 B(K))
DM'®I) = : :
M1,K(A(1) + B(l)) MK,K(A(K) + B(K))
Ota marpuna pasaa A* + B*, ¢
MMA(I) .. MKJA(IO
a=l I
\Mxd® oo Mya® )

a Takke B* onpeiensieTcs TakuM ke 06pasoM , yTeM 3amensl A Ha B . Coracho (Tum, 2009, Teopema 3.10), p(A* + B*) — 1 a Taxxe p(A*(I — B*)™!) — 1 umers
Takoii xe 3uak. Ho u = p(A* + B*) arakxe R, = p(A*(I — B*)71),

IIpumeuanue 3. B neproanyeckoii cpene Mol umeeM Ry = R.Kak BunHO u3 cpaBuenus marpu (8) u (9).
4. CxaJsipHblii ciry4ai

Ecnu marpuupl poskaenns u Bikusanns A(t) a Takxe B(t) sSBIAIOTCA CKAISPHBIMU M €CIIH CPE/Ibl HE3aBHCUMBI M OMHAKOBO PACIPEETICHBI, TO ypaBHeHue (2) u
MPEATIOKEHUE 2 TIOKa3bIBAIOT, YTO

K
AK)
Z my log<— + B“”) =0,
k=1 Ro
WJIK SKBUBAJICHT

K Kk mp,
H (ﬂ + B(k)> —-1.
i1 \ o

Paccmorpim Temeps Gonee obmuit ciryail MapKOBCKO# 3aBHCHMOCTH MEXKLy HOCIeNOBaTenbHbIMU cpefamu. M = (M ;) ABISETCS MaTpPHIeH TepexoaHbIX
BeposTHOCTE. [TocKoNbKY Lieb HeMPHBOIUMA, ITYCTh T OyeT CTAIMOHAPHBIM PacIpeeICHHEM BPEMEHH, IPOBECHHOTO B PAa3JIMYHbIX CpeIax:

m = Zﬂ-iMi’j v, Zw]- =1
i J

(Haccou et al., 2005, §2.9.2) yka3bIBaoT, 4TO CKOPOCTb POCTa

r(4,B) = Z e log(A®) + B®)
&
J11s1 IOKa3aTeNbeTBa POCTO OTMETHTE, UTO
-1
logp(t) = Z log X(7) + log p(0).
=0

C t — +oo konmudectBo wieHos pasHo log(A®) + B(®)  cymme no T, t + o(t), Takum o6pazom, peIoxkeHue 2 MOKa3bIBACT, TO Ry 3T0 permenue

K (k) Tk
11 AT g} 1 (11)
o1\ Fo

HOSTOMy MBI JIETKO BBIYUCIIACM R() HaIrpuMep, ¢ IIOMOMIBIO METOJa TUXOTOMUH.



5. Ilpumepsbi

B KauecTBe epBOro mpuMepa pacCMOTPHM CKAIPHYIO HOMYISIUIO (m = 1) H IpeAIoI0oKuM, YTO ecTh ABe cpensl (K = 2):

AW =1, BO =05, 4® =01, B® =0,58, M = (8:2 g:D )
Crauunonapsoe pacnpenenenne (w1, w2) = (6/13,7/13), Ypasuenue (11) naer Ry ~ 0,949 < 1: HaceneHue no4TH HABEPHSKA MCYE3HET. [l TAKOro puMepa
ypasrenue (9) naer R, ~ 1,050 > 1, Heckonbko cuMysisiimii 31oif Mozenu, HaunHast ¢ p(0) = 1 npormwmtroctpupyeM 310. PrcyHoK 1 npeamonaraet, 9o mporuece
JEHCTBUTENBHO ABISIETCS JOKPUTHYCCKIM. 3HaUCHHUS ITapaMeTPOB BEIOMPAIOTCSI TOYHO TakK, 4To0bl Ry < 1 a Tarke R, > 1, OxHako MOXeT HOKa3aThCs, 4TO BO
MHOI'HX JIPYTUX CIIy4asx [Ba apaMerpa HaxoIsITcs Ha OTHOW CTOPOHE OT 1 M OTIIMYAIOTCS JIMIIb OYeHb HE3HAYUTENIBHO, IPHYEM PAa3HUIIA YACTO COCTABISIET MEHEe
1%. XoTs Takast pa3HHIA MOXKET [OKA3aThCsl OMOIIOTHIECKN HE3HAYNMOM, OHAa OCTAeTCs BAXKHOM ISl MATEMaTHYECKOTO J0Ka3aTeIbCTBA IIOPOTOBBIX PE3yIIBTATOB.
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@urypa 1. log p(t) ¢ Touku 3penns t, Bor Ry < 1 noka R, > 1,

B kauectse BTOpPOro npuMepa pacCCMOTPUM MOZEIb C AByMs TUIIaMHU U ABYMS CpEAaMU:

01 2
A0 < : ) B
0 o)

0 0
0,1 0)’
1 0,3 0 0 0,5 0,5
(2) _ ) (2) _ _ ) y
A (0 0 ) B (0,7 0)’ M (0,5 0,5)'

OOpaTtuTe BHUMaHUE, YTO MATPHIIbI A® 4 B ¢ k= 1,2 spusiores MarpunaMu Jlecan 1 9To cpebl He3aBUCUMBI M OMHAKOBO pacmpeneneHsl. Popmyna (9) naer
R, =1,01 > 1,Cp(0) = (11)Ouenum ckopocts pocta r 1o popmyie

~1og([p(1) /Ip(0)))

¢ m = 5000. ITporiecc noeropsiercst 1000 pa3. MbI HaxomuM, 4to cpeauuii Temn pocta—0,1021 co crangapraoit onmokoii 0,0074, 1o roBoput 0 2 <0 u,
cienoBarensHo, Ry < 1, UTOGHI OLEHHTH BOCIIPOM3BOAMMOCTE YHCIICHHO, MBI HCTIONB3yeM mpetoxkenne 2: Mbl gemnm A®) ¢ k = 1,2 Ha R i MbI OIleHUBACM HOBBIi
temn pocra. C R = 0,84, mbl Hauwm 7 ~ 0,0135 co cranaaprHoii ommobkoit 0,00724rto roBoput o Tom, yto > 0, C R = 0,88, mbI Hauum r ~ —0,0168 co
craggapTHoi onmoOkoii 0,007149to roBopHT 0 TOM, uTo 7 < 0, Tak 4to Kazanocsk Obl, uto 0,84 < Ry < 0,88,

IIJI}I TOT'0 K€ MpUMEpPaA MBI TaKXKE€ MOKEM HEMMOCPECACTBEHHO HUCIIOJIB30BaTh OIIPEACICHHUE BOCIIPOU3BOAUMOCTH B KQYECTBE CIICKTPAJIBHOI'O paanyca oreparopa.
Q=AZ-B)"

Onnako obpaTuTe BHUMaHKE, YTO ITOT OTIEPAaTOp HE MMEET HEHYJIEBOrO COOCTBEHHOTO 3HAYEHH, KaK B CTyJae H3ydaeMoro HempepsiBHOTO BpeMenH (Inaba, 2012,
semma 9). Ho MBI MOXeM pacCyuTarh gy, 1Ist 72 GOJNBLIMX U OLEHHM BOCIIPOM3BOAMMOCTS € v/ ||gn|/||go||, B Hamem npumepe oOparute BHUMAHHUE, YTO

BWBW®) = 0 Vk, k' = 1,2 a taxxe go(t) = 0Vt > 3, YpaBHeHHe BoccTaHOBICHHUS (6) IOKA3bIBACT, UTO eCIH gy, (t) = 0Vt > T, Tak g, 1(t) = 0Vt > 7 + 2,
Wrak, Mbl uMeeM gn(t) = 0Vt > 2n + 3, BLIMUCIATS gy, , IOCTATOMHO PACCMOTPETH orieparop 2 Ha KoHeuHoMepHoM noanpoctpanctse £1({0,1,...,2n + 2}, ]Rz),
C n=1000 ms1 BeIOpanu 10 cirygaiiHbIx mocienoBarensHocTel cpes. ONeHKH BOCTIPOU3BOAUMOCTH ObLIN HalIEHBI cO cpenHuM 3HaueHueM 0,86 1 cranmapTHOI
omb6koii 0,015 B COOTBETCTBHU € yiKe MMONYIEHHOMH OL[CHKOM.

6. Mozen ¢ HenmpepbIBHBIM BpeMeHeM

JlaBaiiTe HAMETHM aHAJIOTHUYHYIO TCOPUIO AJIS IMHEHHBIX MOJIEIICH HaceIeHHs B HEIPEPHIBHOM BPEMEHM B APrOJMUECKOM ciaydaiiHoi cpene. [laBaiiTe Bo3bMeM
Ulsl TIpUMEpa MOJIEIb

B _ (At - B, (12)

* p(t) at0 BekTop,
o A(t) xBajparHas MaTpUL@a pa3Mepa m ¢ NOJIOKHTENbHBIMHI WIH HyJIeBbIMH Kod(QuuueHTamu,
o —B(t) sBNAETCA MATPHLEH OJMHAKOBOTO Pa3Mepa ¢ TONOKATENbHBIMU WM HyJIEBBIMA KOd())UIMEHTaMH BHE IMarOHANH.

MBI nIpeanonaraeM ynpocTHTb
o (A(t), B(t)) npunamnexur k koneunomy crucky cper ((A®), B®)), g

¢ TIEPEKIIIOUCHUE MEX/Ty CPEeaMy MPOUCXOIUT M0 HEOJHOPOIHOH HenpepbiBHO# ern Mapkosa (Ge et al., 2006). BeposTHOCTh HaXOXICHHS B COCTOSIHUM £ B
MOMEHT BPEMEHHU  , 9T0 oT™Meuaercs 11 (t) sBmsercs pemennem



dIl
= = QI

Q(t) sBIIsIeTCS HENPUBOAMMON ITePHONYECKoil MaTprueii meprona I ¢ IOIOKUTENBHBIMY MM HyJIEBBIME K09 (HIICHTaMIl BHE JHATOHAIIN, HETIPEPbIBHBIMH
110 4acTsAM ¥ TakuMu, 410 Qj5(t) = — 37, ; Quj(t),

Marpuua Q(t) sBisiercs IepHOIUYECKUM, IOTOMY YTO MHOTHE IOIYJISIIIA HCIBITHIBAIOT CMECh CE30HHBIX H CIIy4aifHbIX 3¢ dexToB. s Mozelneil ¢ JUCKPETHBIM
BPEMEHEM TaKasi CMECh MOXKET OBITh BKIIIOYEHA B MATPHILy repexonos M B pasnene 1. A; (A, B) sBisercs kpynHeiimnm nokasaresnem Jiamynosa (12) (Arnold and
Wihstutz, 1986). MsI npearonaraem, 4o A; (0, B) < 0 : Hacenenue cxomures k 0 6e3 poskaeHuUs.

BoCNpON3BOIMMOCTL MOXKET ObITh ONpe/ieNieHa Kak CTIeKTpaIbHbIH pajuyc orneparopa o6Hosenus K B kocmoce L1 ((0, 00), R™) nano

(Ku)(t) = /0 K(t,z)u(t — z) dz,

e siapo naercst K(t,z) = A(t)C(¢, ) a taxke C(t, z) sABIseTCS MaTpULeil BEDKHBAHHS MEKTy BpeMEHaMU ¢ — T U m

dz

Oft,2) = 2(t), —

=-B(s)Z(s) (t—xz<s<t), Zit—-z)=1

(enmnnunas matpuna). JeiictBurensHo, u3 (Bacaér and Ait Dads, 2011, 1emma 2) MbI 3HaeM, YTO BEKTOP POXKACHUI Ha CAUHUILLY BPEMEHH M3-3a TCHEPALUH 71
YAOBIIETBOPSIET PEKYyPPEHTHOMY COOTHOLICHHIO C yJaCTHUEM ITOTO JINHEHHOTO OIlepaTopa, KOTOPBIil aHAJIOTHYEeH YpaBHEHHIO (6). OOCyKAeHUE CBA3H MEXTY
CIIEKTPAJILHBIM PAJNyCOM 3TOTO ONEPaTopa 1 BOCIPOU3BOANMOCTBIO, HO JUISl ISTEPMUHHUPOBAHHBIX Mojieneid, cM. (Inaba, 2012, pasnen 4). B ciayuae Ry > 0

Bocnpon3BoaNMOCTb MOXKET OBITH eIie pa3 xapakTepusyercs TeM, 910 A1 (A/ Ry, B) = 0, kak B npeoxenun 2. CIeKTpaisHbli paqnyc Ry u3 K mourn HaBepHska
HE 3aBUCHUT OT KOHKPETHOH ClIy4allHOI OCIEN0BaTeIbHOCTH OKPYKEHHH, KaK B MPEIOKECHHH 3.

Ecnu Hacenenne p(t) 9To cKamsp, y Hac eCTh

/i€ Harpumep
Urak, Mbl uUMeeM

kak 1 B pabore (Kopnosa-Jlere u ap., 2012) 1uist MOZENHN C MOYTH NEPHOANIECKUMHU KodbduimenTamu. s auann Bekropav = (11...1),y Hac ects
dv/dt = 0 = vQ(t) , ComacHo (Perthame, 2007, §6.3.2), MBI MOXeM IOKa3aTh, 9TO CYIIECTBYET SAMHCTBEHHOE IIEPHOINYECKOE peleHne eproga T ¢
TONOKHATENBHBIM U(t) 13

du
= = Qu(®), D uit) =1.

3akoH OOJIBIIUX YKCEN 1A lienieil MapkoBa MOKa3bIBAET, YTO

Hrak, MbI UMeeM

Jo Sy u(s)AW ds
Jo Sy ur(s)BO ds

Ecnu matpuua Q(t) He 3aBHCHT OT £, TO CYLIECTBYET OIMH BEKTOP U TAKOM, 4TO

Qu =0, Zuizl.
i

Ry

Hrak, MbI UMeeM

S u AR
Ry==————-.
Dk u B®)

Ota dopmyna ms Ry Taxoil xke, kak y (Artalejo et al., 2012, §4.1) st « R64RA "

7. 3akjIoueHue

Pasuuna mexay Ry oroii crateu 1 " Ry "(OtMmeueno 3nech R,) B (Hernandez-Suarez et al., 2012) ananorn4na pasHune Mex.y, C OXHOH CTOPOHBI,
«CTOXaCTHYECKUM» TeMIIOM pocTa (1), KOTOpBIN TaKKe PABEH OKHUIAHUIO TEMIIA POCTA HACEIEHHS

r= lim E[w]’

t—+o00
¢ JIpyroii cTopoHbl, TeMibl pocta oxuganuil Hacenenus (10) (Lewontin and Cohen, 1969; Tuljapurkar, 1990). 1o no3uuust ¢ otHocuTensHo 0, Wity no3uiws Ry mo

CPaBHEHHIO C 1, KOTOPBIIT pelIaert, sIBIseTCs JIN HOMYIISIIUs JOKPUTHISCKOI MITH CBEPXKPUTHUIECKOH B MofenupoBanun. Oxnaxo log p a taoke R, Topasno nerue
BBIYUCIHUTH B MAPKOBCKUX Cpelax AJIA CTPYKTYpPHUPOBAHHBIX (HECKAIIPHBIX) MOMY/IALMI: OHM 3aaI0TCsl CIIEKTPAJIbHBIMU JTy4aMHU IPOCTBIX MATpPUIL.

Cnacu6o

Mb1 xorenu 6b1 no6narogaputs CunbBu Menap, Ono JlukmanHa u, B yacTHOCTH, Kapioca DpHanzeca-Cyapeca 3a T0, 4T0 OH CTUMYJIHPOBAI HAlll HHTEPEC K
CITy4aifHbIM OKPY)XaIOIUM CPEaM.
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