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HoBast napagyrma rnomyasiiimiOHHOTO MCCJIEIOBaHUS — 3TO (DOPMYJIMPOBKA TPAIULIMOHHBIX 1 HOBAaTOPCKUX
TEM TOMYJISIHMOHHON TEOPUU B TEPMUHAX MATPUYHON MOJIENIN TUMHAMUKY U3y4aeMOU TIOIYJISILUA C TUC-
KpeTHOI (BO3pacTHOM, CTaIUIHOM WJIM MHOTO poja) CTPYKTYPOI, M3yYeHHUE PeJIeBAHTHBIX CBOMCTB 3TOM
MOJIEIN, UX UHTEPIIPETALS B OMOJIOTMYECKMX TEPMUHAX U TIOJTy4YeHUEe OObEKTUBHBIX KOJTMYECTBEHHBIX Xa-
pakTepucTUK. JloCcTymHbIe 3HAaHUSI OMOJIOTUY BUAA U CITOCOO MOHUTOPUHTA TMOIYJISILIMM OMpPeaessiioT rpad
JV3HEHHOTO LIMKJIA OPTAaHU3MOB, KOTOPBIN 33[1a€T, B CBOIO OYEPED, ITO CTAHIAPTHOMY ITPABWIIY TEOPAU MaT-
pMlI, CTpOeHUE MPOSKIIMOHHOM MaTpulibl nonyistiuu (ITMIT) — cepalieBUHbI MATPUYHOI MOJEIN — U TIPE/I-
ornpenesnsier ee nanbHeiue cpoiictBa. Kanmmoposka [TMI1 mo asmMnupuyeckuM JaHHBIM MTPUIAET KOJTUYE-
CTBEHHYIO OIPEeNeIeHHOCTh €€ 3JIeMeHTaM — JAeMorpaduyecKruM mapaMeTpaM NOMyJIsilu, — MOcJe Yero
HY>XHBIE CBOMICTBA Y KOJIMYECTBEHHBIE TTOKA3ATEJIU MOIYJISIIUN MOTYy4Yal0T COOTBETCTBYIOLIMMU METOIAMU
MaTpu4yHOIi anre6pbl. O630p AaeT NpeacTaBIeHUE O ITUPOKOM CIEKTpe MPobJieM, u3ydaeMbIX B paMKax HO-
BOW MapagurMbl, U IIUPOKUX BO3MOXHOCTSIX MAaTPUYHBIX MOZAEJC NTUHAMUKU MOMYJISIUUA B PELICHUN
9TUX npobiieM. Hanbosee monpobHO paccMOTpeHbI 3a1a4ya U METOANYECKUE TPYIHOCTH OLIEHKU >XU3He-
CMOCOOHOCTH TIOMYJISIIMU MO0 JAHHBIM MHOTOJIETHETO MOHMTOPHUHTA €€ CTPYKTYpbl. OTMeUeHbl aKTyallb-

HBIC HaIlpaBJICHUA pa3BUTUA U IPUMCHECHUS MaTEMAaTUYCCKOTIO arirapara MaTpnu4iHbIX MoJgeJen.

DOI: 10.31857/50044459621040035

B Hay4YHBIX MCCIenIOBaHMUIX, SKCIIEPUMEHTAX MU
HaOJIIONCHUSIX 32 TOMYJISIUUSIMU PACTeHUN MJIN K-
BOTHEIX BO3HUKAET ITOTPEOHOCTh CPaBHUBATh COCTO-
ssHUE (B TOM 4YMCJIE ¥ Pa3HOBUIOBBIX) HOIYJISIIIAIA B
pa3HBIX TOYKAaX BpeMEHU U/WIM MpOCTpaHCTBa. B Ta-
KMX YCIIOBUSIX OCOOEHHO BaXXHO MMETh ITOKA3aTelb,
KOTOPBII BEIPaXKeH YMCIIOM U BBIYMCIISIETCS 10 OOIIEi
METOOUKE JJIST pa3HbIX 00beKTOB. Takoil METOAUKOM
CITyKUT Mampu4Hoe mMooeauposanue TMHAMUKN IOy~
JSIIMM ¢ TUCKPETHOM CTPYKTYPOM, M 3Ta METOAMKA
TO3BOJISIET MOJYYUTh HYXXHBIIA TOKasaTedb — Mepy
npucnocobnennocmu  JokajnbHoii monyisuuu  (Ha
3emie..., 2015).

JuckpeTHast CTpYKTypa IMONYJISILIMA BO3HUKAET U3
MpeACTaBIeHUN O duckpemHocmu oHmoezeHesd, T.e. O
CYLIECTBOBAaHMHU OIIPEIeICHHBIX U Pa3IMYNMBbIX CTa-
Wi, NJIW 3TAIIOB, B MHIUBUAYAJILHOM PAa3BUTUU OCO-
Oeli taHHOTO OMoIOrNYeckoro Buaa (benxsskosa u ap.,
2007; J3epxuHckuii u np., 2013), 1 comiacHO 3TUM
MPEACTABICHUSM TIPOUCXOIUT COOP IMITUPUIECKUX
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JIaHHBIX O MOITYJISILMKY N3y4aeMoro Buaa. B kauecTBe
OCHOBaHMS IJIsI KJjaccu@UKaLlUU 0co0eil MoXeT
BBICTYIIaTh BO3pacT, pa3Mep, Macca Tena, pu3noao-
TMYECKOe COCTOsSTHUE, (PeHOTHIH M T.II., T.€. JI000i
HaOI0JaeMbIil IPU3HAK, €CJIM OH MOJKpeIlUIeH CO-
OTBETCTBYIOIIIMM 3HAaHUEM OMoJoruu Buga. B 6ora-
HUYECKMX UCCIIECIOBAaHUIX ITpe001amaloT paboOTHI 10
aHaJIu3y CIIEKTPOB BO3PACTHBIX COCTOSIHUIA, IO BO3-
pacTy 1 XXKM3HEHHOCTHU (CM. HIXE), B 300JIOTUU — I10
BO3pacTy, pa3MEpHBIM KaTeropusiM, (hpu3nOoJI0orude-
CKOMY cTaTycy, cTaausiM oHToreHesza (YecHoBa,
CrpuranoBa, 1999; Knepesainn, 2007).

IIpoGiema OUCKPETHOCTH OHTOTeHEe3a pacTeHMIA
XOPOIIIO U3yYeHa OTeYECTBEHHBIMU YYEHBIMU, HAUM -
Hasi ¢ pa6ot A.I1. [Toukypnar (1941), T.A. PabotHoBa
(1950), A.A. YpaHosa (1975), nozxe JI.A. XKykoBoii
(1983, 1995), mocnenoBarenu 3TOU IIKOJIbI €CTh B
IMonbwie (Falinska, 1991). B pesyabTare moay4aroT
WKanvl OHTOTEeHe3a, T.e. HAGOPBI TUCKPETHBIX CTa-
IAit, KOTOPBIE OCOOU MPOXOMIST MOCIENOBATEILHO B
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CBOEM Pa3BUTUU OT POXKIECHUS 10 THOeN (IIPUMEPHI
Ha puc. 1). B HacTos11ee BpeMsi onucaHbl OHTOTeHE-
3bl 0K0J10 1500 BUIOB pacTeHUii, TJIaBHBIM 00pa3oM
MMOKPHITOCEMEHHBIX, B MEHBIIIE CTEIIEHN — TroJI0Cce-
MEHHBIX U TTAITOPOTHUKOOOPA3HBIX, HECKOJBKUX BU-
JIoB auiIaifHuKoB (ITomyasiMOHHO-OHTOreHETUYC-
cKoe HarmpapiaeHue..., 2018). OcHoBHOe BHUMaHNE
HUCCIIeA0BaTE N YISISIOT U3YUYeHUIO MTOCIeI0BaTeIb-
HOCTH M IIPOJOJDKUTEIBHOCTH CTaIuii OHTOrecHe3a
MpY HAOJIONEHUSIX 32 MAapKUPOBAHHBIMHU OCOOSIMU
MpU UIMTSIbHOM MOHUTOPUHIE Ha TMOCTOSIHHBIX
IUIOIIAAKAX B IIPUPOIHBIX MOIMYJISLUSAX U ITOCAIKaX
(Onumuenko, Komapos, 1997; IlonmBapnaHTHOCTH
passurus..., 2006; Kasanuesa u ap., 2016). Bauskue
MOAXOAbl K M3YYECHUIO TUHAMUKU CTPYKTYPHI BO3-
PACTHBIX COCTOSTHUIA TTOMYJISILIMIA (States) IMPUMeEHSI-
10T eBporIieiickue ucciaenonateau B IlIBerun (Wik-
berg, Svensson, 2003), [IBeiimapuu (Molnar, Bokros,
1996), IMonbure (Janczyk-Weglarska, 1997) u Yexun
(Sosnova et al., 2014).

OT 3HaHUS TAKOTO pojia U COOTBETCTBYIOIIMX AaH-
HBIX BCEro OAMH IlIar 0 MaTeMaTU4eCcKoil (MaTpuy-
HOI1) Modeau OuHamuku RONYAAUUU C OUCKPEMHOLL
CcmpyKmypoil, KoTopas IpejaraeT OoraTblii perepryap
KOJIMYECTBEHHBIX MOKa3aTeJieii U CBOMCTB MOOEJIb-
HOM monyJisiiuy (B TOM YMCJIe IPOTHO3 €€ KU3HEe-
CITOCOOHOCTH), TTOJydaeMbIii pyTMHHBIM 00pa3oM M
CITOCOOHBINM CITYKUTh OCHOBOI JISI CPaBHUTEJIBHOTO
aHayim3a mnomyisauuii. Ho aToT 1ar, K coxXajaeHUIo,
He IOITYJISIpeH Cpelr OTeUYeCTBEHHBIX OMOJIOTOB.

Hacrosmmmit 0630p mMeeT Helblo MO3HAKOMUTD
PYCCKOSI3BIYHOTO YMTATENISI C pa3sHoOOpasrueM TeM
HCCIIEIOBaHUS M BO3MOXKXHOCTEI MPUMEHEHUST MaT-
PHUYHBIX MOJEJIeit TMHAMUKHY HOITYJISIIINI C TUCKPET-
HOi1 CTpYKTypoii. MBI HAUMHAEM C OCHOBHBIX TTOHSI-
il opMa3Ma MaTPUIHOM MOIEIM U OCHOBHBIX
pe3yabTaTOB €T0 IPUMEHEHUSI B KOHKPETHBIX IIPOeK-
Tax, MPOIOJIKas MCIIONB30BaTh IS WILTIOCTPAIINU
00BEKTHI, TIPeICTaBIecHHbIC Ha prc. 1. JladpHeiimme
pasmelbl TOCBAIICHBI 60JIee MPOIBUHYTHIM TeMaM U
OCBeIIalOT COBpeMEeHHBIE TEHICHIINY B pacITUpEeHUH
cdep MpUMEHEeHHS allliapaTa MaTPUIHBIX MOJIEIe 1
B Pa3BUTUH CAMOTO MaTeMaTUYECKOTO aIliapara.

ZKaHp o630pa He MO3BOJISIET OIYCKAThCs A0 TJIy-
OMHHBIX TEXHUYECKUX AeTaylcii, HO YMTATeIb MOXKET
HalTH MX B COOTBETCTBYIOIIMX mocobusx (Caswell,
2001; JIoroget, YnaHona, 2018).

1. OCHOBHBIE TTOHATHA ®OPMAJIN3MA
MATPUYHOM MOIEJIN TTOITYJIALNN

1.1. I'pad Ku3HEHHOTO HUKJIA

Ipag ncusnennoeo yuxaa (I2KI[) ocobeii onpene-
JICHHOTO BHMIIa — 3TO KpaTkoe Trpadudeckoe IIpei-
CTaBJICHWE HAITMX 3HAHUI O TOM, KaK 0COOM pa3BU-
BAIOTCST OT POXKIEHMS IO CMEPTH 1 KOTA TIPOU3BOIST

JKYPHAJI OBLIEN BUOJIOTUU

JIOTODET, YVIIAHOBA

notoMcTBO. I 2KII corymacoBaH co mkaaoi OHTOreHe3a
U CTPOTO COOTBETCTBYET PaCCMaTPUBAEMOM CTPYKTYpe
TOMYJISILIUM: €T0 8epuiuHbl (AN Y3/1bl) COOTBETCTBYIOT
KOMITIOHEHTaM X; CTPYKTYPbI X = [X;, X3, ..., x,]T (uH-
JIeKC j 0003HavaeT J1000i 13 HOMEPOB KOMITOHEHT,
CHUMBOJI | yKa3bIBAET HA MPAHCHOHUPOBAHUE, T.€. 3a-
MEHY CTpPOK CTOJIOlLIaMM), a HaIlpaBJIEHHBIC pebpa
(1 dyeu) MOKAa3bIBAIOT IEPEXOIbI, KOTOPhIE OCOOM
coBepIIaOT (MM MOINIM OBl COBEPIIUTDH) MEXIY
CTPYKTYPHBIMU TPYIIIIaMHU 32 (PUKCUPOBAHHBIM TIPO-
MEXYTOK BpeMeHU Af, Ha3bIBAEMBII 8pemeHHbiM wa-
eom. Ero BenmnunHa eCTeCTBEHHBIM 00pa30oM CBSI3aHA
C XapaKTepPHBLIM BpeMEHEM Pa3BUTHSI OCOOU U CIIOCO-
60M MOHUTOPHWHTA TIOMYJISLIUN: IS KPYITHBIX MJIe-
KOMNUTAIOIINX M MHOTOJIETHMX 3JIaKOB, HaIpumep,
IIIaTr MOKET OBbITh paBeH 1 romy, ISt TMYMHOK KoMapa
B J1a0OpaTOPHBIX YCIOBUAX — | cyTkaMm, IJIs OakTe-
puit — 1 gacy. EcTrecTBeHHBIM 1 HaTJISOHBIM 00pa3oM
B I'2KII HaxomuT cBoe oTpaxkeHue W Uaesl noausapu-
anmuocmu onmoeenesa (Kykosa, 1983, 1986, 1995;
Kykosa, Komapos, 1990, 1991; ITonuBapnaHTHOCTh
pasBurus..., 2006; Horos, 2)Kykona, 2019).

Ha puc. 2 moka3zansr [ K11 amenmiickux MajioieT-
HUKOB — KPaCHOKHIXHBIX BUIOB (KpacHas kHwura...,
2007, 2012) — moHoKapIitHOTO Androsace albana v 1io-
ymkapIitHoro FEritrichium caucasicum, — KOTOpPBIC OBbI-
JIU TIOCTPOEHBI MO TaHHBIM HAOJIONCHU B TeUCHUE
psiia JieT Ha TMMOCTOSTHHBIX MPOOHBIX TLIOIIAAKAX, 3a-
JIOXXEHHBIX B ajbnuiickoit mycromu B 2009 r. (Ka-
3aH1eBa, 2016; JJoroder u ap., 20166, 2017a, 6, 2018,
2019, 2020). dannbsie A. albana oTHOCSATCS K TUITY
“uneHtudunpoBaHHbIe ocodou” (“identified individ-
uals”), T.e. 0cO0M, KOTOPBIE “MapKMUPOBaHbI 1 OTCIICXKM-
Batorcs ¢ TeueHueM BpemeHmn” (Caswell, 2001, p. 134).
Haunsle E. caucasicum npuHamiexaT K pa3HOBUIHO-
CTU “MIeHTN(UIIMPOBAHHBIE 0OCOOU C HEOIIPEACICH-
HeiMH poanutensimu’ (Jloroger, 2010, c. 30), mo-
CKOJIbKY BKJIaJIbl ABYX POIUTEIBCKUX TPyl (g U gt,
puc. 20) B IIOIIOJHEHUE MONYJISIIUKA HepPa3IUnIiMBbl
MexXay coboii. B pesynbrare “B JaHHBIX OOBEKTUBHO
MPUCYTCTBYET HEOIIPEACIEHHOCTh, HE TTO3BOJISIOIIAS
BBIUMCIINTh CTaTyCHOCHeUnduIeckne Koahpduim-
€HTBhl PeNpPOAYKIIUN CTOJIb K€ IPOCTO U HeIocpe-
CTBEHHO, KaK IIpouyue JeMorpaduieckue mapamer-
pe1” (Jloroger, 2010, c. 31).

Lenononynsuuio A. albana exeronHo Habona-
JIV TIO CTAIUsIM OHTOTeHEe3a, Pa3IUYUMBIM B TOJIE TI0
Mopdosorun pacreHuss. B pesymbraTe MNOJIYYHIHN
BpEeMEHHO psii BEKTOPOB

x(1)=[p1 (1) (1),im(2),v (1).8 (1)]'

KOMITOHEHTBHI KOTOPBIX ITOKAa3bIBAIM a0COIIOTHYIO
YUCJIEHHOCTb COOTBETCTBYIOIIMX CTaAWHAHO-CHEIIM-
Ne 4
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Puc. 1. [IIxanbr oHTOTEeHE3a aTBITUIICKUX MAJIOJIETHUKOB. @ — MIPOJIOMHUK Androsace albana: pl — IpopocTKH, j — IOBEHUJIbHBIE
pacreHus1, im — UMMaTypHbIe, V — B3pOCJible BereTaTuBHble, § — reHeparuBHble (Jloroder u ap., 20176, puc. 2). 6 — He3a0y-
IOYHUK EFritrichium caucasicum: j — MOJIOJIble OCOOM, V — B3POCJIbIe BEreTaTUBHbIE pACTEHUSI, § — TeHepaTUBHbIE, gt — reHepa-
TUBHBIE Ha CTaAuy nocienHero useteHus (Jloroder u ap., 2016a, puc. 2, I1).

XYPHAJI OBIIIEM BUOJIOTUM  Ttom 82 Ne 4 2021
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Puc. 2. I'padbl KM3HEHHOTO LIMKJIA TIO CTAMSIM OHTOTeHEe3a aJIbITMIACKUX MAJIOJIETHUKOB; 0003HAYEHMSI CTaIUii KaK Ha puc. 1;
IITPUXOBBIE CTPEJIKM — TTOMOJTHEHE TTOMYJISIIINM, OOHApYy>XEHHOE B COOTBETCTBYIOIIMX CTAIUSIX HA MOMEHT ITEPETTUCH.

¢dudecKrx rpymmn, oOHapY:KEHHBIX B COOTBETCTBYIO-
II1X CTaOMSIX OHTOreHe3a B To1 HabmoneHus ¢ (Tab. 1
B Jloroder u np., 2020).

I'XII A. albana BRITAAOUT TakK, OYATO pacTeHUS
Pa3MHOXKAIOTCS BEreTaTMBHO, XOTS HAa CaMOM Jejie
pa3sMHOXeHUe ceMeHHoe. Ho cBs3aHHBIE ¢ HUM IIa-
paMeTphl BechbMa HEOMpeaeIeHHbI B MOJEBBIX YCJIO-
BUSIX, U IIOTOMY CTaausl CEMEHM CO3HATEJIbHO MC-
KJII0U€Ha U3 MOAEIBHOIO XKM3HEHHOro 1uKiaa. Bos-
MOXHOCTb TaKOIo HCKIIIOYEHMS IIpU KaJTHuOpOBKE
MOJIEIN TI0 HAHHBIM THUIIA “UACHTU(MUIIMPOBAHHBIC
ocobu” Obla nokazaHa Mmarematudecku (Jloroder
u np., 2016a, IlpuinoxeHue A) M moapobHee pac-
cMaTpuBaeTcs aanee, B pasnene 6.2.

ITo HanpaBneHnuto pazsutus ocoou I'XKII Bocrpo-
M3BOJUT IIKAJTy OHTOT€HE3a, OTHAKO HAJIMYKE B K13~
HEHHOM LIUKJIe HETPUBUAIbHBIX 3a€PKeK U B CTaan-
sX im 1 v, a TaKKe yCKOpeHHOoro nepexona pl «_» im
€CTb TMPOSIBJIEHUE HOAUBAPUAHMHOCMU OHTOTeHe3a
A. albana B ycnoBusix anbluiickoro mnosica CeBepo-
3anagHoro Kaskaza (Jloroder u ap., 2019). Cmbica
rnapameTpoB a, b, ..., [, m, IpUNUCAHHBIX Iyram
K11, pa3zpsicHsIETCS B CIIEAyIONIEM pasigeiic.

JKYPHAJI OBLIEN BUOJIOTUU

1.2. OcHoBHOE MO/ieJIbHOE YPABHEHHE

Iponomxas npumep ¢ I' KL A. albana, 3ameTumM,
YTO €XEroaHOe MOMOJHEeHWE MOMYJISIIINN CKJIaIbIBa-
€TCsI 13 MOJIOJBIX PAaCTeHMI, OOHAPYKEHHBIX HA MO-
MEHT TIepenucH B ctanusx pl, j unu im. Ecniut cpennee
YUCJIO TAaKUX pacTeHU B mepecueTe Ha 1 reHepaTuB-
HYI0 0COOb 0003HAYUTh Uepe3 a, b U ¢ COOTBETCTBEH-
HO, TO TIOTIOJIHEHME, HAOII0JaeMoe Ha CEIYIOIINA

a
TOJl B TPEX CTaausIX, paBHO < b ¢ g(¢) . 115t NpOpOCTKOB —

c
1O OIIPECACICHHNIO — 3TO €IMHCTBEHHBIN CII0Cco0 u3-
MCHCEHUA NX YUCIICHHOCTHU U ITIOTOMY

(1)

Ho nns 10BeHWIBHBIX M UMMAaTYypPHBIX OcCOO0eit
I'’KII noka3biBaeT U Apyrue BO3MOXHOCTU, HAIPU-
Mep, Tlepexoabl U3 cTaguu pl B j wiau im ¢ mapaMmeTpa-
MU d 11 e COOTBETCTBEHHO, 0003HAYAIOIIMU CPeIHIE
(B mepecyeTe Ha OJHY 0CO0b) YKciia IPOPOCTKOB, Ie-
PEXONSIIMX 3a OJUH CE30H B IOBEHUJIBHYIO U UMMa-
TYPHYIO CTaauy COOTBETCTBEHHO. Torma, ¢ y4eToMm

pl(t+1)=ag(t).

TOM 82 Ne 4 2021
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Bcex myr [2KII ¢ anajiormyHbIMU apaMeTpamu f, A,
k, [, m, nmeeM

J+1)=dpl()+bg (1), )
im(t+1)=epl(t)+ fj(t)+him(t)+cg(r), (3)
v(t+1)=kim(t)+1v (1), 4)
g(t+1)=mv(t). Q)

OnpeneseHHbIE BbIIIE TMapaMeTpbl Ha3bIBAIOTCS
demoepaghuueckumu, wau vital rates (Caswell, 2001).
Mx KonuyecTBEeHHbIE 3HAYEHUS allpUOPU HE U3BECT-
HbI, OJHAKO JAaHHbIC HAOMIOASHUI NBYX MOCIEI0Ba-
TeJIbHBIX JIET MO3BOJISIIOT OJHO3HAYHO BBIYMCIUTH
(kaaubpoeamp) WX KaK 4YaCTOThl COOTBETCTBYIOIIUX
CcOOBITUI TIepexona, 3a(pUKCUPOBAHHBIX B HAOJIIOE-
Husx (Jloroger u ap., 2020, tadn. 2).

Ecnmu cucremy ypaBHenwmii (1)—(5) 3ammcarb B
BEKTOPHO-MAaTPUYHOU (hopMe, TO MOJIydaeM O0CHO8-
Hoe ypasHeHue MaTPUIHOM MO

x(t+1)=Lx(1), t=0,1,...,T, (6)
rmue
[0000a]
d00O0b
e fhOc |
00k /0
100 0mO0 |

T — MOMEHT IIpeAroceaHeit mepenmucu, a yMHOXKe-
HUE BEKTOpa Ha MATPHUILy BBIIIOJIHEHO ITO0 IPaBUIY
JIMHEMHOI aJireophl.

OueBUIHBIM pelllecHueM ypaBHeHuUs (6), Korma
MaTtpula L ocTaeTcsl TIOCTOSTHHOUM BO BpeMeHU, BbI-
CTYIIAeT MpaeKmopusi

x(t)=Lx(0), t=1,2,..., ()

KOTOpasi U OMMUCHIBAET MOACIbHYIO OUHAMUKY TIOIY-
JISILIUMN.

B o6memM ciydgae memorpaduueckue mapameTphl
3aBUCAT OT JAHHBIX HAOIIOOEHUIT B MOMEHTHI 7, ¢ + 1
(ympolueHust paay 0003HaYaeM 3Ty 3aBUCUMOCTbD OJ1 -
Hoii 6ykBoii f) u Torna L = L(f). TpaekToputo x(#) mo-
JIy4aloT ITIOCNIeIOBATEIbHbIM YMHOXKXEHUEM Hadalb-
Horo BekTopa x(0) Ha odnouiazoewbie MaTpulibl L(7):

x(t+1)=L(t)L(t—1)...L(1)L(0)x(0),

t=1,2..T. ©)

1.3. IIpoeKuMoOHHAS MATPULIA TIOMYJISIIIUA

ITocne xanubpoBku matpuua L(f) mpeBpalaer
ypaBHeHUe (6) B BEpHOE PAaBEHCTBO JIJIS KaXKIO ma-
pBI TIOCJIEOOBATEIBHBIX JIET HaOmomeHuii. Hampm-
Mep, IJIsl CTPYKTYpbl LieHONmonyasiuuu A. albana B
2012 1 2013 rr. (JIorodet u ap., 20176, Taba. 1) momy-
qyaeM
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(JIorodet u np., 20176, Tad. 3).

B stom cmbiciie matpuuia L nipeobpasyet (“mpo-
elrpyeT”’) BEeKTOp Xx(f) CTPYKTYphbl MOIYJsILUU, Ha-
OJromaeMoii B TEKYLIUIA MOMEHT BpEMEHM, B BEKTOD
x(¢t + 1) cTpyKTypbl, HabI0JaeMO B CJEAYIOLINIA
MOMEHT BpeMEeHH, 1 ITIOTOMY ObLla Ha3BaHa NPoeKyu-
ounoi mampuueti nonyaayuu (ITMII) (Goodman,
1969; Caswell, 1989, 2001) Bonpeku MaTeMaTU4ECKO-

MY CMBICJTYy TEpPMUHA' .

Ecnu no 3aganHomy I'KII mocTpouts (1o ompe-
neneHHoMy npasuiy; Horn, Johnson, 1990) accoyuu-
POBaHHYI0 C HUM MaTpUILy, TO ee cmpoeHue (pattern),
T.€. pacIoJI0OXKeHNE HyJIel U HeHYJIEBBIX 2JIEMEHTOB,
OyIeT B TOUHOCTU coBIagath ¢ Matpuueii L (7) oc-
HOBHOTO ypaBHeHUs (6). DTo obecrieunBaeT METOA-
4ecKyIo 3(p¢heKTUBHOCTh MAaTPUYHOM MOIEIIN IIOITY-
JISIUMU, KOTOopasl IMPOAEMOHCTPUMpPOBaHA B COTHSIX
pazmuuHbix npuiaoxkenuit  (COMADRE, 2021;
COMPADRE, 2021).

Baxnoe cBoiictBo ITMII, moajexaiiee mpoBepKe
B MIPWIOXEHUSIX, — 3TO Hepaszaoxcumocms (indecom-
posability), wmm Henpusodumocms (irreducibility).
®dopManbHOE oOmpeaeicHne B TePMUHAX MAaTPUIL
(TantMmaxep, 1967; Mapkyc, MuHk, 1972) Hey1o6HO
JIJIST TIPOBEPKM, HO CYIIEeCTBYeT 3(p(heKTUBHBIA KpU-
Tepuii: MaTpMlia Hepas3jaoxKuMa TOrJa U TOJIbLKO TO-
rlla, KOrjJa acCOLIMMPOBAHHBIN ¢ HEeKO oprpad siBisi-
€TCSI CUAbHO C83HbIM, T.€. IJIS 00O ITaphl y3JIOB
HaMaeTCs OpUEHTUPOBAHHBIN MyThb, BEAYLIUN U3 O~
Horo y3ia B apyroii (Horn, Johnson, 1990). Oprpa-
¢om, accounnpoBaHHbIM ¢ IIMII, asnstercs I XKL —
9TO CXaToe OTpaKeHUEe 3HAHUI O pa3BUTUU OCOOEH
paccMaTpuBaeMOro BuUJa M CIIocO0e MOHUTOPUHra
CTPYKTYpPHI IIOIY/ISILIMM, — W IPpUMEYaTeIbHO, YTO
3TO OMOJIOTUYECKOE 3HaHUE 00eCIIedynBaeT MPOBEPKY
MaTeMaTUYEeCKOro CBOMCTBA MOJAEIBLHON MaTpUIIbI.

' B marematnueckoii TEOPUU MaATPUIL np%ezcuuormoﬁ Ha3bIBAIOT
martpuily 4, o61anaolLyI0 CBOMCTBOM A = A, T.e. TOBTOpHasi
TMIPOEKIINST HE MEHSIET pe3yJibTaTa IepBOiA.
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I'XKXII A. albana (puc. 1a), o4eBUIHO, SIBASIETCS CUIb-
HO CBSI3HBIM, TaK 4yTo MaTpulibl L (7) 1, B YaCTHOCTH,
L(2012) (10) Hepa3TOKUMBI.

Pasnoxumoit ITMII oka3siBaeTcsI, Kak IIpaBUIIO,
korma B I'2KIl ecTh moCTpenpoOayKTHMBHBIE CTaauU
(Klimas et al., 2012; Logofet, 2013a), u Torga 0OCHOB-
HBIE MOJIEbHBIC Pe3yJIbTaThl BHITEKAIOT U3 CBOMCTB
m1aBHOU moaMatpuubl [IMIT L., oTBevawoleit pe-
npodykmuernomy sopy I' X1 (Jloroder u ap., 2016a).

Hapexxno xanubOpoBaHHasi 1O J1aGOpaTOPHLIMU
nnn rtoieBeIMu naHHBIMU, [TMIT cayxuT manukaro-
pOM KaudecTBa OKpyXalollleil cpelbl U OHOJIoThYe-
CKUX CBOMCTB wu3y4yaemoii momyiasamuu (Caswell,
2001). Ona Hecer B cebe OoraTblii HAOOpP KOJMYE-
CTBEHHBIX XapaKTePUCTUK, KOTOPHIE TMO3BOJISIIOT He
TOJIBKO OXapaKTepU30BaTh TeKyllee U Oydyllee Co-
CTOSIHUSI 3TOM MOMYJISLINU, HO U ITPOBECTU CPABHU-
TeJIbHbII aHAJINU3 MOMYJISILIAI, SMIUPUIECKUE U TeO-
peTuyecKre UCCIeqOBaHMS.

2. OCHOBHDbIE PE3VJIbTATDI
MATPUYHOU MOJEIN

2.1. PaBHoBecHas CTPYKTYpa MOMYJISINA
W ACUMIITOTHYECKAsA CKOPOCTh POCTA

Cpenu peuieHuit ypaBHeHus (6) (mpaexmopuii
MOJEJIN) OCOOYIO POJIb UTpaeT perreHue x(7) = x* = 0,
KOTOpOE He U3MEHSIETCSI CO BpeMeHEM KaK CTPYKTypa
MOTTYJISIHAY B OTHOCUTEJIbHBIX €AMHULIAX, T.C. PABHO-
8ecHas cmpykmypa. DTo 3Ha4YUT, YTO

Lx* = \x*, (11)

rae A — HEKOTOpOE IMOJIOKUTEIbHOE Yncio. PaBeH-
ctBO (11) ecTh B CyLIIHOCTU OMNpeNesieHUEe coOCHmEeH-
Hoeo eekmopa(-CToJiOlla) U COOTBETCTBYIOIIETO eMy
cobcmeennoeo yucaa h Matpuiisl L. BooGiie matpuia
pa3Mmepa n X n UMeeT # COOCTBEHHBIX YK CENT; 3TOT Ha-
0Op Ha3BIBACTCS CHeKMPOM MATPULIBL 1 MOKET COIEP-
XKaTh NEWCTBUTEIbHBIE U KOMIUIEKCHBIE uyncaa. Cy-
IIECTBOBAHUE ITOJIOKUTEILHOIO A, HYXHOIO B pa-
BeHcTBe (11), WM TONOXUTENIBHOrO BeKTopa x*
yCTaHaBJIMBaeT Kjaccuuyeckass Teopema IleppoHa—
®dpobeHunyca ayis1 HeoTpuareabHbIX MaTpull (I'aHT-
Maxep, 1967). CoryracHo 3TOif TeopeMe, B cnekmpe
HEOTPHUIATEIBPHON HEepasJIOXXNUMON MaTpulbl A eCTh
neppoHoe KopeHb — TOJIOXKUTETbHOE YUCTIO A, = p(A),
COBHAAAIOIIEE C €€ CHeKMPAAbHbIM PAOUYCOM — MAKCH-
MaJbHBIM II0 a0COJIOTHOI BEeIWYMHE COOCTBEHHBIM
yuciaoM. OHO 3aKOHOMEPHO HAa3BaHO OOMUHAHMHbBIM
(Caswell, 1989). Y toMMHaHTHOTO COOCTBEHHOTO YMC-
JIa BCeTaa CyIIEeCTBYeT COOTBETCTBYIOIINIA €MY I10JIO-
JKUTEJbHBII COOCTBEHHBIN BeKTop x*. Kak BUIHO 13
(11), oH ompenesieTcss C TOYHOCTHIO 10 YMHOKEHMS
Ha JIo0oe HEeHYJIEBOE YHMCIO U MOXET OBITh HOPMH-
pPOBaH 10 CTPYKTYPbI TOMNYJSIIUUM — B OTHOCUTE/b-
HBIX YMCJICHHOCTSX WIn nponeHTax (Jloroder u np.,
2020, tabn. 3).

JKYPHAJI OBLIEN BUOJIOTUU

Korna B cektpe Matpulibl L €CTb TOJBKO OIHO
qucio A, = p(L), MaTpuiia Ha3bIBACTCS NPUMUMUE-
HOIl, KOTJa HECKOIBKO — UMIPUMUMUBHOU. DTU CIIy-
yay pasiinvaloTcsi aCUMIITOTUYECKUM (TIPU ¢ — o)
MOBEACHUEM TpaekTopuu Xx(f): CXOAMMOCTb K Ha-
MpaBJieHUI0 x* B TMEpPBOM cJlydae U LIMKJIWYeCcKast
acuMnToTuka Bo BtopoM (CBupexen, Jloroger,
1978; Caswell, 1989, 2001; Logofet, 1993; Berman,
Plemmons, 1994). Hapsiny ¢ anre6Gpanyeckum Kpu-
TepueM NPUMUTUBHOCTHU, KaK U B ClIydae C pa3aoxXu-
MOCTbIO MaTpulibl L, €e TIPUMUTUBHOCTb WJIU UM-
MPUMUTUBHOCTb MOXHO YCTaHOBUThH uepe3 [KII
(Horn, Johnson, 1990; JIorodet, benona, 2007), Ho B
000X CITydasx BeJIMYMHA A, MIOKA3BIBAET ACUMUMO-
mu4ecKyo ckopocms pocTa NOMYISIINN, €CJIU MaTPU-
na L He MeHsSeTCsI co BpeMeHeM. TouHee, B IPUMU-
TUBHOM (HauOojiee 4acTOM Ha IIPaKTHKE) ciydae,

t
x(7) ~ A, x*, T.e. TPACKTOPUM CTPEMSITCSI K TEOMETPH -
YECKOMY POCTY/YOBUIM C IOKazateneM A, (IIpH JIo-
0om HavajpbHOM BekTOope x(0)), 1 Mo3TOMY

0, eciu A, < 1;

x(t) > {x* ecnu A, =1; (12)

oo, ecaiu Ay > 1.

BenmmuumHa A, 3aBUCHUT OT 3JIEMEHTOB MaTpULIBI L —
Habopa gemMorpaduyecKUX ImapamMeTpoB H3ydaeMoOM
MONYJISILIMA — U B TEOPUU OIpeae/IsieTCs] KaK MaKCU-
MaJIbHBII 10 MOJIYJIIO KOPEHb XapaKTePUCTUIECKOTO
MoJIMHOMA MaTpulibl L, a Ha MpaKTUKE BbIYMCISETCS
PYTUHHBIM 00pa3oM, 4yepe3 OMOJMOTESUHYIO IIpolie-
JIypy BBIYMCJICHMS CIEKTpa 3aJaHHOM KBaapaTHOM
MaTpUIIbl, KOTOpas BKJIIOYEHA B JTI00YIO CUCTEMY Ma-
TeMaTU4YECKOro obecrneyeHrus1 KOMITbIoTepa, Hampu-
Mep, udepe3 ¢yHkuuio eig(L) B cucreme Matlab
(MathWorks, 2021). Korna L xanuOpoBaHa 110 JaH-
HBIM HaOJIIOJEHUI 3a CTPYKTYPOU KOHKPETHOI I10-
YISV, BEJTUYMHA A, CIIYXUAT OOBEKTUBHOMN KO-
4eCTBEHHOM Mepoil npucnocobaeHHocmu TIOMYJISIINY B
TOM MECTE U B TO BpeMsl, IJIe M KOr/ia MoJlydeHbl JaH-
Hble 1151 kanuopoBku L (Logofet et al., 2014; Ha 3em-
ie..., 2015). ITostomy xamubpoBanHas IIMII c ee
MEPPOHOBBIM KOPHEM, WJIM JAOMHHAHTHBIM COO-
CTBEHHBIM YHCJIOM, BBICTyIAaeT 3(P(PEeKTUBHBIM WH-
CTPYMEHTOM CPaBHUTEIBbHOI 1eMorpadun pacTeHUA
Y KUBOTHBIX. B ipoekTe A. albana A IeMOHCTPUPYET
3HAUYUTEJIbHbIE BapUalluM OT rojia K rojy Ha IMpoTsi-
xkeHuu psiga et (Jloroder u ap., 2019, tabi. 3), uro
CIIY>KUT OTpakeHHEM MePEMEHUYMBOM CPeibl.

Eciu TpaHcrioHMpoBaTh 00€ YacTU ypaBHEHUS
(11), To 1o mpaBuIaM JUHEHHOH ajJredpsl mojayyaem

(x*)" L' = A (x*)". (13)

DTO paBEHCTBO ITI0KA3bIBAET, YTO HAPSITY C COOCTBEH-
HBIM BEKTOPOM-CTOJIOLIOM y MaTpHUlIbl €CTh U COO-
CTBEHHBI BEKTOP-CTPOKA, VI 1e6blid COOCTBEHHbIM
BeKkTOp. TpaHcmoHMpoBaHMUE MaTpulbl L O3HadaeT
cMeny HamnpasiieHus: oyt B I K11 Ha mpoTnBOMmoIoX-
Ne 4
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OT MOHUTOPUHTA ITONYJIALINN

HOE, 4TO, TIOHSTHO, He HapyllaeT CUJIBHOM CBSI3ZHO-
ctu rpaca. IToaroMy TpaHCIIOHMpPOBaHWE HEpaA3JIO-
KUMOI MaTpulibl L JaeT HepasloXKUMYI MaTpUILy
LT TIpumenss K Heii reopemy Ileppona—PpobeHny-
ca, TIoJyJaeM CYIIeCTBOBaHME TeppOHOBa BEKTOpa
y* y LT, uay 1eBoro 1OMMHAHTHOTO COOCTBEHHOTO
BekTopa-ctpoku (y*)T y marpuust L (Jloroder, Be-
noBa, 2007). DTOT BEeKTOp OBLT Ha3BaH penpoodyKmiue-
Holl yennocmoio (reproductive value; Goodman, 1968;
Caswell, 2001, 2010), TTOCKOJIbKY MOKa3bIBa€T OTHO-
CHUTEJIBHBINM BKJIAIL CTPYKTYPHBIX TPYIIIT 0COOEit B T10-
TTOJTHEHUE TIOTTYJISIIINY 32 BECh KU3HEHHBIH 1TUKII.

PyTUHHBIN CITOCOO BBIYMCIEHUS TOMWHAHTHOTO
BEKTOPA-CTPOKHU y* COCTOUT B HOPMHUPOBKE TpaHC-
IMMOHUPOBAHHOIO MEPPOHOBA BEKTOPA-CTONIOIA MaT-
puusl LT. Hanpumep, misa [IIM A. albana (9) noiny-
yaeM

y*=1[0.0105 0.0257 0.0622 0.1576 0.7440] (14)

W BUAWM, YTO BKJIAJbI CTAAWHBIX TPYIIIT B IIOTIOJTHE-
HUE TOMYJISIIINI 3aKOHOMEPHO PACTYT 110 Mepe IBU-
>KeHMS OT IMPOPOCTKA K TeHEPAaTUBHOMY PACTEHUIO.

2.2. Bimsiaue nemorpadudecKux napaMeTpon
HA NPUCIOCO0JIEHHOCTD MOMYJIAINN

Kax mpsimoe criencrBue u3 teopemsl I[leppona—
®pobeHuyca (Mapkyc, MuHk, 1972; Horn, Johnson,
1990) BenurHa A, MEHSIETCSI C UBMEHEHHEM JTI060TO
2JIEeMEHTa MaTPUIIBI: PACTET C YBEIUICHUEM U CHU-
JKaeTcsl C YMEHBIIEHHEeM 3JIEMeHTa, — IOKa3bIBas
TEM CaMbIM BJIMSIHUE KOHKPETHOTo neMorpaduue-
CKOTO TlapaMeTpa Ha MPHUCTIOCOOIEeHHOCTD TOTYJIsi-
uuu. Takoe 3HaHME TTOJIE3HO IS TIPEICKa3aHus pe-
3yJbTaTa MOTeHUIMATbHBIX U3MEHEHU B ieMorpadu-
YecKMX TlapamMeTpax, HalpuMep, B CBSI3U C
OXMIaeMBIMM M3MEHEHUSIMU CPEIbl WJIM MEpaMu pe-
ryaupoBaHus nomyisiiuu. Ho kak onpeneianTs Ko-
JIMYECTBEHHO CUITY TAaKOTO BIUSTHUS?

OTBeT naeT yacTHas Mpou3BonHas OA,/0l; noMu-
HAHTHOT'O COOCTBEHHOIO YMCJIa KaK (PYHKIIMU MHO-
I'MX TIEPEMEHHBIX — YYBCTBUTEIBHOCTD A K U3MEHE-
HUIO MIapaMeTpa Ha MEPECEYCHUM i-Oi CTPOKU U j-TO
CTOJIOLIAa MAaTPUIIBI IPU COXPAHEHUH BCEX OCTAIbHBIX
2JIEMEHTOB 0e3 n3MeHeHni. CorracHO BbIIIIeCKa3aH-
HOMY, O\, /0l; > 0 11t KaXxmoii mapbl MHAEKCOB i U /,
HO He KaX/Ioli Tape MHIEKCOB COOTBETCTBYET HEHY-
neBoit sneMmeHT IIMII, T.e. comepXaTeabHbII JeMO-
rpapmueckuit mapamerp. IlosToMy comepzkaTeib-
HBIII OMOJIOTMYECKUIT CMBICI MMEET YYBCTBUTEIb-
HOCTb K BapuallysIM TOJIbLKO HEHYJIEBBIX 2JIEMEHTOB B
crpoenun [IMII, a mis HyJIeBBIX €€ CMBICT JIWIIb
¢dopmMaIbHO MaTeMaTUUEeCKU (€CIU TOJTbKO BO3HUK-
HoBeHre HOBBIX nyr B I2KII He paccmarpuBaeTcs B
9BOTIOIIMOHHOM KOHTEKCTE).

®opmanbHo, 4yBcTBUTENbHOCTh (Goodman,
1971) BeIMUCASIETCS PYTUHHO B BUAE MaTPUIIbI
JKYPHAJI OBILIEX BUOJOTUHU
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S(L)= [axl/az,.j] = x*y*/< xX*, y*>, (15)
rae x* u y* — IOMMHAHTHbIE COOCTBEHHBIE BEKTOP-
cTojibel] U BEKTOp-CTpoKa MaTpullbl L CcOOTBeT-
CTBEHHO, a < , > 0003HayaeT cKaJIsIpHOe MPOU3BeIc-
Hue BektopoB (Caswell, 2001). Hanpumep, mj1st mat-
puwsl (10) popmyna (15) naet hopMaibHYIO MAaTPUILY
YYBCTBUTEJIBHOCTHU

S(L(2012)) =
[0.0086 0.0212 0.0513 0.1300 0.6136 |
0.0619 0.1523 0.3679 0.9327 4.4018
=10.0425 0.1047 0.2530 0.6413 3.0268 |,
0.0280 0.0690 0.1668 0.4228 1.9953

10.0023 0.0056 0.0136 0.0346 0.1633 |

a ecJIM ee 3JIEMEHThI, He UMeIoIIe OMOI0rMIeCcKOTO
CMbIC/Ia, 0003HAYUTL CUMBOJIOM &, TO

S(L(2012)) =
%) %) %) J  0.6136]
0.0619 < %) @ 44018
=10.0425 0.1047 0.2530 0.6413 3.0268 |.
& 0.0690 0.1668 0.4228 O
% %) g 0.0346 O |
BunHo, yTo HauboJee BAUSTEIbHbIE TApaMETPhl — 3TO

b 1 ¢ — ymelbHBIE CKOPOCTHU ITOITOJIHEHUS I0BEHUIIb-
HOW 1 UMMAaTYPHOM rpynn pacTeHUIA.

(16)

A7)

MoxeT, ogHaKoO, IOKa3aThCS, YTO 3TOT BBIBOI
OOYCJIOBJICH TE€M, YTO U CaMU MapaMeTphl b U ¢ MaK-
cuMaibHbI cpeau anemeHToB L(2012) (10), u, 4ToObI
HWCKITIOUNTh TaKOe BIIMSTHUE, HAPSIAY C YYBCTBUTEIIb-
HOCTBIO PACCMAaTPUBAIOT 24ACMUYHOCHb A — N3MEHE-
HUE A, B OTBET HA NPONOPUUOHALbHOE U3MEHEHHE T1a-
pametpa (Caswell et al., 1984; Kroon et al., 2000).
Kak u 9yBCTBUTETBHOCTD, 3JIACTUYHOCTDH BBIYMCIISI -
eTCsl pyTUHHO, B BUJIE MATPUILIbI

L; O\ alogk 1
E(L) =le.| = Bl Wy I ek "B :—LOSL, 18
) =le;] {xl az,,] [aloglj LS, (19)

IJIe CUMBOJI ° O3HA4YaeT MO3JEMEHTHOE YMHOXEHUE
MaTpMUII.

s IIMIT A. albana (10) nmomygaem u3 (18) mat-
pUILy 3JIACTUIHOCTU:

E(L(2012)) =
0 0 0 0  2.3056 ]
0.0010 0 0 0 118.3948
—10.0069 0.0434 0.0897 0 05986 |.

0 0 0.0425 0.2595 0
0 0 0 0.0028 0

Bupym, uto mapaMeTp b ocTajcs TUAECPOM BIUSHUS,
HO “cepedpo” (C OrpOMHBIM OTCTaBaHMEM ) MEPEIILIO
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K d — yIEeJIbHOI CKOPOCTHU TTOTIOJTHEHUSI TPYIIITHI ITPO-
POCTKOB.

3. IPO'HO3 XKN3HECITOCOBHOCTHA
IMOIyJIAIN1

Kaxk oTrMeuasiocs Bblllle, YTOOBI MONAYYUTh A (L) —
KOJIMYECTBEHHYIO MEpPY MPUCTTOCOOJIEHHOCTU 1I€HO-
nonyjasiuuu, — IoctaToyHo Kanaubposatb ITMII mo
JMaHHBIM ABYX MOCJEI0BATEIbHbIX JIET HAOIIONSHUIA.
B sTOM oOrpoMHoe MeTOAUYECKOE MPEUMYIIECTBO
MaTpUYHOM MOJIESIU, HO U OOJIbIIIas TpobaeMa, Koraa
JieT 6oJiee IBYX 1 pa3Hble Maphl JIET 1at0T pa3Hble 3Ha-
yeHust A (L(f)) — B TOM YHUCJI€ U C IPOTUBOIIOIOXK-
HBIMM MPOTHO3aMU BBIXKMBaHUS Mo ycyioButo (12)
(JIoroder m mp., 2020, Tadm. 3). M3BecTHHI nBa
MPUHUIUITUATBHO Pa3HbIX MOAX0/Aa K TPOTHO3Y XKU3-
HECITOCOOHOCTHU LIEHOMOMYJSIIIMM MO HJAaHHBIM €€
MHOTOJIETHEF'O MOHUTOPHHTIA, U OHU paccMaTpuBa-
IOTCS B IBYX MOCJEAYIOLIMX pa3aesax.

3.1. OcpeaHeHne OAHOUIATOBBIX MATPHI

B oTinune oT aAeMCTBUTENBHBIX YHUCEN, OCPEeIHEe-
HUE MaTpUIl JaJeKO He TPUBUAIIBHO — XOTS 3TO MO-
XKeT 1 3aMajlumBaThes B Imyonmkanusx (Klimas et al.,
2012; Logofet, 2013a). JlaHHbIE MHOTOJIETHETO MOHM~
TOPUMHTA TaI0T BpeMeHHOH psia MaTPULL BMECTE C Bpe-
MEHHBIMU PSIaMU KaXIOTO U3 UX 3JIEMEHTOB, U Cpa-
3y BO3HMKAaeT BOIPOC, OCPEAHSTh JIU TOTOBbIE MaT-
PULIBI UK K€ TTOCTPOUTHh MATPUILY U3 YCPETHEHHBIX
BJIEMEHTOB — METOIMYECKUEe PeKOMEHAALUN chOop-
myaupoBaHbl A.A. MacnoBbiM u [.O. Jlorogerom
(2020) B 3aBUCMMOCTH OT XapakTepa JaHHbIX. Korga
CTOUT 3amaya ocpemaHeHUs omHomiaroBbix I[TMII,
MPUBBIYHOE apUdMEeTUYECKOe cpelnHee 3aMOTUBU-
pOBaHO JIMIIb IPOCTOTOM VCIIOJTHEHUS B BULY JIU-
aeitHocTu [TMII Kak MaTpuYHOTrO onepaTopa B BEK-
TOPHOM TIPOCTPAHCTBE, a coJepxKaTeJibHasl JIOTUKA,
HAMpOTUB, IIPUBOINT K 2eomempuueckomy (Myabmu-
nauxamusnomy) cpegemy (Jloroder u ap., 2016a,
2017a, 6, 2019).

JeicTBUTEIBHO, Kaxdas Ilapa MaTpull, COCel-
CTBYIOIIIMX BO BpeMeHHOM psiay {L(f)} xkaimOpoBaH-
HBIX ogHoinaroBeix IIMII, ymoBieTBopsieT ypaBHe-
HUIO (6). DTO 3HAYUT, 4TO BeKTOp X(0) CTPYKTYpHI,
HaOJIIOIaBIIEiCsS B HAYaJbHBIA MOMEHT, IIPOSIIHPY-
ercs B BekTop x(7 +1) (pmHaIbHOTO MOMEHTA IMyTeM
MOCJIENOBATEIbHOIO YMHOXEHUSI Ha KaxXaylo U3
I[IMII 3aganHOrO Hatopa 7'+ 1 marpuir L(?):

x(T +1) = LT)T —1) ...L(1)L(0)x(0)  (21)

(cM. ypaBHeHue (9)). JloruuHo TpeboBaTh, YTOOBI TO
K€ camoe TToJTyJalioch U CO cpedueli maTpulieit G, T.e.

G = LmLT -1y ...L(1)L(0). (22)

DTO 3HAYUT, YTO OcCpedHeHMe mno Habopy IIMII
JIOJKHO OBITh MyAbmunaukamueHoim (W eeomempu -

JKYPHAJI OBLIEN BUOJIOTUU

JIOTODET, YVIIAHOBA

YecKuM TI0 aHAJIOTUM C YMCJIaMU) U CPEIHIOI0 MaTpH-
1y G ciaeayeT noaydaTh KaK KopeHb crerieHu 7+ 1 u3
npousBenenus: 7'+ 1 rogmynbix ITMIT:
G = [L(T)LT —1)...L(1) L(0)]7"". (23)
I[IpousBeneHne HECKOJBKUX HEOTPHUIATEIbHBIX
HEepa3JIOXMUMbBIX MaTPUL] TOBOJLHO OBICTpPO (C po-
CTOM YMCJIa COMHOXMUTEJIEH) CTAHOBUTCS 1IEIMKOM
MMOJIOXUTEIbHOM MaTpPUlICii, 1 B TEOPUU MaTPUIL
M3BECTEH KPUTEPUI CYILIECTBOBAaHMUS KOPHS HAaTy-
pajbHOII CTENEeHU U3 MOJIOKUTEIbHOM MaTpHUIbI
(McDonald et al., 2014; Politi, Popolizio, 2015).
OIHAKO 3TOT KOPEHb TAKKe OKa3bIBACTCS ITOJIOXKM -
TEJILHBIM, YTO COBEPIICHHO HE JIOTUYHO JJIsI MaTpH -
ubl, ycpenHstomeili ITMII, koTopble COOTBETCTBYIOT
HetpuBuaibHoMy IKII. JloruyHo mnoTpebGoOBaTh,
yTOOBI cpemHsist MmaTpulia G ©Melia TaKoe XKe cmpoe-
Hue (pattern), Kak u ocpeaHsiembie [IIMII, u 3T0 c000-
paXkeHue IPUBEJIO K OPUTMHAJIBLHOM KOHLEITLIUU
CMpYKmypHo-eeomempuieckozo  (pattern-geometric),
WIA CMPYKMYPHO-MYAbMUNAUKAMUBHO20, CPEIHETO
HeoTpuuarteabHbix MaTpull (Logofet, 2018).

ITonoxeHre TOMUHAHTHOTO COOCTBEHHOTO YMCIa
A (G) cpemHeit MaTpulibl G OTHOCUTEIBHO 1 TT03BO-
JIIET CHeJIaTh BBIBOA O Cymb0Oe MEHOMOMYJISIIINU B
MOJTOBPEMEHHOM TEepCIIeKTUBE Ha OCHOBAaHWM He-
CKOJIBKHUX JIET HaGMIOOeHMt: pocT, ecin A (G) > 1;
yOBUIb, ecitn A, (G) < 1; crabwmmzanmsd, eciu A, (G) = 1.

K coxaneHHn1o, TOYHOTO peIlleHUs MaTeMaThIe-
CKOM 3amauyM CTPYKTYPHO-MYJIbTUIUIMKATUBHOTO
OCpeIHEeHUsI HeOTpULIaTeIbHBIX MATPUII (T.€. C HYJISI-
MU B OIpeNeIeHHBIX MECTax) He CYLIECTBYeT Mo (hyH-

nameHTanbHoit npuunHe? (Jloroder u ap., 20176; Lo-
gofet, 2018), 1 IpUXOAUTCS AOBOJIBCTBOBATHCS PEIIIE-
aueM npuomrkeHHBIM. g 10 rogmunbix TTMIT
A. albana (2009—2018; JIoroder u ap., 2020, Tadi. 3)
aT0 peuueHue (ibidem, Tabi. 5) umeeT BUL

0 0 0 0 8.5705 |
0.2791 0 0 0 225219
G =(0.0900 0.0700 0.1173 O 0.3017 | (24)
0 0 0.2097 0.8390 0
0 0 0 0.0502 0

¢ owun6Koi nmpubmkenus 3.1053 x 103 u mepoit
npucnocobaeHHocTH A, (G) = 0.8876, 3aMEeTHO MEHb-
meit 1. Takum o6paszoM, 11 1eT MOHUTOPUHTA IIEHO-
nonynsauuu A. albana maloT HEraTUBHBIN IIPOTHO3
KMU3HECOCOOHOCTHU TTONYJISILIMKA B TOJITOBPEMEHHOI
MepCIeKTUBE.

2 Kak ciencteue u3 (22), cucrema ajireopanyeckKrux ypaBHEHUM
IIJIST HEM3BECTHBIX 3JIEMEHTOB MaTpUllbl G OKa3bIBaeTCs nepe-
onpedenennoii (AKAIJEMUK, 2021; GUFO.ME, 2021) u He
MMeeT TOYHOTO PEeIIeHUsI.

TOM 82 Ne 4 2021



OT MOHUTOPUHTA ITONYJIALINN 251

3.2. IIporso3 BbKHBAHHUS 110 CTOXACTHIECKOM
CKOPOCTH pPOCTa

B mpoTuBOIONIOXKXHOCTE ITOCTYJIATy MOCTOSTHCTBA
IIMII g acUMITOTHYECKOI cKopocti pocta (A,),
KOHIIEIILINS crmoxacmuueckoii ckopocmu pocma (Ag;
Caswell, 2001) mosaraeT, 4TO MOIYJSILIUS pa3BUBaECT-
Cs B CJIy4ailHO U3MEHSIONIEICs cpelie, M TOTaa Kax-
nmast romuaHas [IMIT L(¢) cunTaeTcst ommocpeaoBaH-
HBIM BbIpaxkeHUEM TOI0 KOMIUIEKCA YCIOBUI CPEIbI,
o, AeMCTBUEM KOTOPOTO OIIpeIeICHHEII Habop Je-
MorpaduiecKux ImapaMmeTpoB chopMUpoBaiIcsI K MO-
MeHTy ouepeaHoro Habmonenus (Pollard, 1966; Tul-
japurkar, 1986, 1990). Torma {L(f)} — HaGop romm4-
HBIX [IMI1, mosrydeHHBIN B pe3yabTaTe IIMTEIHbHOTO
MOHUWTOPWHIA CTPYKTYPBI MOMYJISILUN, — OTpaxkaeT
BeCh HAOJTIOAABIINIICS IMAIla30H CAyJYaiiHbIX Bapua-
i cpenpl. Cynp0a MOMyISINN B TOJATOBPEMEHHOMN
IEPCHEKTUBE — 3TO pe3yJbTaT NPUMEHEHUST K Ha-
YaJlbHOMY BEKTOpY CTPYKTYphI X(0) OcCKOHEYHOI
nocinepoBaTerbHocT [IMII, BBIOpaHHBIX ciydait-
HBIM 00pa3soM M3 JOCTYIIHOTO Habopa TOgUYHBIX
IIMII Ha kaxxnooM 1iare rocjenoBaTeabHOCTU. Ma-
TeMaTUYECKM YCTAHOBJICHO, YTO Y TAKOM MOCIea0Ba-
TEJIbHOCTH CYIIEeCTBYeT KOHeuHbIi npenen (Fursten-
berg, Kesten, 1960; Ocenenen, 1968; Cohen, 1976), u
OH TIO3BOJISIET OTIPENEINUTD BETNINHY Ag KaK

lghg = lim L 1g N (1) =
= lim1|igL, ;... Lyx(0)],,
T—eo T

e || ... ||, o6o3HayaeT HOpMY BEKTOpPa IO CyMMeE MO-
nyneit komrtoHeHT (Caswell, 2001).

OnHako JUIsi MPaKTUYECKOM OLEHKU Ag OIHOIO
CYILIECTBOBAaHUSI Majlo, Y Mpeajlarajiich TeoOpeTude-
ckue npubmmkeHust (Pollard, 1966; Tuljapurkar,
1990) — B yacTHOCTM, /ISl CUTyalliM, KOTJIa TOaud-
Hble [IMII MOXHO cUnUTaTh MaJIbIMUA OTKJIOHEHUSIMU
OT HEKOTOpO#1 (M3BeCTHOM) cpemHeil matpuiibl. Ho B
HalleM npumepe ¢ A. albana cutyauusi coBceM UHasl:
TOAWYHbIE MATPULIBI CYILIECTBEHHO OTJIMYAIOTCS IPYT
ot apyra (Jloroger u ap., 2020, Tad1. 3) cBouMu 3j1e-
MEHTaMU M 3HAYEHUSIMU A, — TaK YTO TEOPETUUYECKAS]
OllecHKa HepUMEHUMAa 1 HY>KHO MCXOIUTh U3 OIpe-
neneHus (25).

M3BecTHO, YTO BEJIMYMHY TIpeneia IocjienoBa-
TEJILHOCTY MOXHO aIlllpOKCHUMHUPOBATh €€ KOHEY-
HBIM WICHOM, IIpUYEM TEM TOUHEE, YeM JaIbIIIe OT-
CTOUT 3TOT WieH OT Havaiga (Mup MareMaTuku,
2021). Jlaymexuii KOHEYHEBI YIeH MOXHO BEIYHUCIIUTh
MmetogoM MonTte-Kapio, ecinm 3amaHo IpaBUIIO CITy-
yaiiHoro BeiOopa roauuHoii ITMII u3 Ha6opa {L(7)}
Ha KaxknoM mare. [IpaBma, B 3TOM ciIydae B Ka4eCTBE
OLIEHKM TOJIy4aeM He YHCJI0, a OIpeAeIeHHBIN arua-
Ma30H YKCe: OT MUHMMAaJIbHOIO 10 MAKCUMAaJIbHOTO
3HAYEHUSI Cpelu Pe3yJIbTaTOB CIy4aliHBIX peann3a-
O KOHEYHOI ITOCIIeNOBaTeIbHOCTH; YeM OOJIbIIIe
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peanu3anuii, TeM 3aKOHOMEPHO IIMpPE AWarna3oH
oneHok (Logofet et al., 2020, Table 4).

Camoe mpocrtoe (M MOMNyJsIpHOE B JIMTEpaType)
IIPaBWJIO COCTOUT B HE3aBUCUMOM (OT IPEIbLIYIIETO
1rara) BEIOOpe ¢ HEeM3MEeHHOM (OT I11ara K Iary) Bepo-
SITHOCTBIO KaxKI0i M3 JaHHBIX MaTpull. Takast Mo-
JleJib cay4YaillHOl cpenbl Oblia Ha3BaHa iid (indepen-
dent, identically distributed) matpuuamu (Cohen,
1979; Caswell, 2001; Buckley et al., 2010). C yyeTom
BBHILIIECKA3aHHOTO B CEPUU MMUTALIMIL METOIOM
Momnte-Kapiio Hanaydieir oleHKoi Ag Gymer ama-
Ma30H, TTOJIYYeHHBI MPU MaKCUMaJIbHOM YUCJIE CIIYy-
YalHBIX peaqu3aluii mociegoBateabHocTd IITIM
MakcuManbHOM IiuHBL. g 10 rommunsrx TTMIT
A. albana 1000 peanu3zainuii iid mociaeaoBaTeIbBHOCTH
ITMHOM B 1 MJTH 4wieHOB manu nuamnas3oH [0.936297,
0.937635] (Logofet et al., 2020, Table 4). Boxbmit
“onNTUMU3M” 3TOM OLIEHKM I10 CPaBHEHMIO C OCpell-
Henuem [IMII, A,(G) = 0.8876 (24), MOXHO 0OBsIC-
HUTB JINIIIb KApUKATYPHOCTHIO iid KaK MOIEJIN peajlb-
HOI Cpenbl.

VcnoxHenne npaBuia iid — 3To Npu3HAHWUE 3aBUCH -
MOCTU TEKYIIEro Iara oT pesyJibTaTa Mpeablayllero,
T.€. CIIy4aliHbII BBEIOOP KaK peann3alns HEKOTOPO
MapKOBCKOI 1IeNM MEPEXOJ0B MEXAY 3aJaHHbIMU
IIMIT (Caswell, 2001). M3BecTHBIE mpUMEPHI Map-
KOBCKMX LIETMIEM KaK MOJIEJIEN CIIy4allHOM Cpeibl pa3-
HOOOpPa3Hbl — OT MPOCThIX, KAK HAITPUMED MEePEKIIIO-
YyeHUe MeXIy “TIoXoi”™ u “xopolieit” cpenoii (Sanz,
2019), mo BecbMa poaBUHYTHIX (Morris et al., 2006;
Rees, Ellner, 2009; Ozgul et al., 2010; Williams et al.,
2015; Paniw et al., 2018), HO mo-IIpexKHEMY MCKYC-
CTBEHHbBIX KOHCTPYKIIMi1, U300peTeHHBIX aBTOPaMHU,
HO HE NPUPOION.

Bmecte ¢ Tem 3arlaHMpOBaHbl MCCIIETOBAHUS C
LIEJIBIO TIOCTPOUTDL MOJEJIb CIIYYaifHOM Cpelibl UCXOA
U3 peajibHbIX HAOII0IeHU 3a KJIFOUEBbIMU (haKTOpa-
MU, BJAMSIOIIMMU Ha POCT U BbIXKMBAHUWE MOMYJISLIAN
(MoHuTopUuHI nonyiasiuuii..., 2019). B yactHocTH,
oOHapyxeHa Koppessius Mmexny A, (L(f)) u cymmoit
ocankoB ¢ Hog0ps o Mmaii (Logofet et al., 2020, Sup-
plementary), a IJIMHHBIN BpeMEeHHOM Pl OCAIKOB,
pacCMOTPEHHbBIN KakK peanu3alyisi MAapKOBCKOM 11e-
M1, MO3BOJIMJI BOCCTAHOBUTH €€ TMEePEXOIHYI0 MaT-
puuy (ibidem, Table 3), KoTopass W MOCIyXKuJa
YIIpaBJIsIIONIE B MOCTPOEHUU MOCJIea0BaTEIbHO-
creii (25) metonom Monre-Kapno. B pesyasrare 1000
pean3aluii MAapKOBCKOM MOCIEA0BATEIbHOCTU JJIMHOMN
B | MJIH wieHOB nmanM auanasoH Ag € [0.924874,
0.926079] (ibidem, Table 4) — Gomnee y3Kkuit, 4em y iid
MOCJIEA0BATEIbHOCTH, U PACHOJIOXEHHbII OJnXkKe K
7 (G). Takum 06pa3oM, peaTuCTUUYHBII BbIOOP MaT-
pMILL YJYYIIMJ OLIEHKY CTOXaCTUYECKOH CKOPOCTHU
pocta ueHononynsauuu A. albana, XoTsI 1 OCTaBUII ee
3aMEeTHO TipeBbllaoleit A,(G) — pe3yapTaT ocpen-
HeHus [TMII.

AHajlornyHble BbIUMCICHUSI ¢ Habopom IIMII
Eritrichium caucasicum — Ipyroro ajJbIIMIACKOTO Ma-
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nonernuka (Jloroder u ap., 2016a) — gaau MpOTUBO-
MOJIOKHOE COOTHOLIEHNE?:

M(G) € [0.945004, 0.989230] >
> As € [0.934156, 0.936192]

(Logofet, 2019, Table 1, 4), — coxpaHsisi, Kak U B CI1y-
yae A. albana, pacniojioXeHMe cjieBa oT A = 1, T.e. Ka-
YECTBEHHYIO ONpeaeIeHHOCTh HEraTUBHOTO IPOTHO-
3a XXM3HECTTOCOOHOCTU LIEHOTOMYJISILIU.

4. BO3PACTHBIE TTOKA3ATEJIN
N3 CTAIMMHOUN MOJEJIN

Hapsny ¢ 0ObeKTUBHBIM ITPOTHO30M KM3HECITO-
COOHOCTH, KaJIMOpoBaHHAasI MOIEJb IUHAMUKU I10-
MYJISIIUU CO CIamycHoi CTPYKTYpoii (Korma cmamyc
MOXKET 03HayaTh JJI000I Ha0II0gaeMBbIi ITpU3HaK KakK
OCHOBaHMe JJIsI Kjaccudukalm ocodbeii — pasMep,
Maccy Teja, PU3N0I0rMIeCKIii CTaTyC U T.I1.) O3BO-
JISIET TIOJIyYUTh U MHbIE XapaKTePUCTUKU, B YACTHO-
CTU, U3BJIeYb OIpeleieHHbIE “BO3pAaCTHBIC ITOKa3a-
Tenu M3 cTaTycHoii momenm” (“age-specific traits
from state-specific models”; Caswell, 2001, p. 116) —
TaKue KakK oxcudaemas npoooaNCUmenbHoCmy HCUHU
WU cpeOHUll 803pacm nepeo2o ueemenus. I1puHINTIIN -
aJIbHasl BO3BMOXXHOCTh TAKOTO U3BJICUCHUS 3aJI0KEHA
BO BpeMeHHOI1 npupoe mara moaeiau (Af), a obdias
METONMKA, pealM3ylllasi 3Ty BO3MOXHOCTb, ObLIa
npeniaoxeHa B padore Koxpana m DmaanHepa (Co-
chran, Ellner, 1992) u pa3BuTa B 00jiee MO3THUX ITy0-
mmkanusax (Bender et al., 2000; Caswell, 2001). MeTo-
INKA CBOIUTCS K MOCTPOCHUIO SUPMYANbHOU NO2A0-
waroweli uenu Mapkoea (virtual absorbing Markov
chain, VAMC; Jlorodet u ap., 2017a), y KoTopoii no-
anowaioujee coctossHue (T.e. COCTOSTHUE, Tomnanasi B
KOTOpOE IEMb OCTAeTCsI TaM HaBCeraa) OmnpeacsieHo
KaK COOTBETCTBYIOIIME COOBITHE XXU3HEHHOTO 1INKJIA,
a cpelHee BpeMsl HACTYIUJICHUSI 3TOTO COOBITHUS, T.€.
cpeduee epems 0o noznouenus (mean absorption time;
Kemeny, Snell, 1976), BLIYUCIISIIOT U3BECTHBIM METO-
JIOM TEOPUM MapKOBCKUX Liereil. B IByx cliemyrommx
pasnenax MeToAuKa WJUTIOCTPUPYETCST Ha MIpuMepe
neHononyiasauuun A. albana.

4.1. OxunaeMas NpoI0/ZKUTEIbHOCTD JKM3HA

CornacHo onpeneiienuio I1.FO. 2KmbiieBa 1 coas-
TopoB (2005), “maoneTHUE pacTeHUS WIM “Mayo-
JIETHUKM — 3TO MOHOKAPITMKHU U TIOJIMKAPITUKH C TIPO-
NOJDKUTEJIBHOCTBIO OHTOreHe3a oT 1 ropa no 15 ner.
Metomuka VAMC 1103BoJIsIET IpUAATh 3TOMY OIIpe-
JIeJICHUIO MHCTPYMEHTAJIbHBIN XapakTep.

IIpencrasum IIMII A. albana (7) xak cymmy ee
nepexooHoli U penpodyKmueHol YacTei:

3B pe3yabTaTe penpodyKmueHoi HeonpedeaseHHocmu TaHHBIX (J1o-
roder u np., 2016a) A(L(#)) n A(G) onpenensoTcs JULIb C
TOYHOCTBIO IO HEKOTOPOTO JMaTia30Ha 3HAYCHU.

JKYPHAJI OBLIEN BUOJIOTUU
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[00000] [0000 d]
d0000| (00005
L=T+F=|e fhO00[+[0000c| (26)
00k /0| (00000
000m0| [00000]

1 3aMeTUM, uTo MaTpuuia T cybcmoxacmuueckasi, T.e.
CYMMEI €€ 3JIEMEHTOB IT0 KaXXIOMYy CTOJIOIY He TIpe-
BBIIIAIOT 1:

d+e<l, f<1, h+k<1, I+m<1. 27

BTO0 clieayeT U3 AeMorpadruueckKoro cMbicia cjarae-
MbIX Kak J10Jieii TpyIln TeX 0oco0ell B COOTBETCTBYIO-
IIUX CTAAUSX, KOTOPbIE OCTAJUCh B TAHHOU CTaauu
JINOO Mepelliu B MHYIO CTaauIO 32 OAWH TOAd; €Cu
CyMMa MeHbllIe €AWHULIbI, TO Pa3HOCTh MOKAa3bIBAET
JIOJTIO TOTUOIINX OCcO0ei JaHHOM CTaauU; €CJIA CyM-
Ma paBHa 1, To moru6mux Het. B IT2KLl Ha puc. 2a
Matpulle T oTBeuaeT noarpad 6e3 cTpesok a, b, c.

BBeaeM OOIMOHUTENBHOE, IIIECTOE B JAHHOM CITy-
yae, coctostHue (d), o3Havarolee eubesp ocobdeii. B
pe3yibTaTe MaTpuuia 71 JOMOMHSIETCS elle OIHOM
(1recToif B JAHHOM clTydae) CTPOKOii, 3JIeMEHThI KO-
TOPOM CYTh JOTIOJTHEHUS CTOJIOIIOBBIX CYMM 10 1, n
elle OHUM CTOJIOIIOM C €IMHCTBEHHBIM HEHYJIEBBIM
3JIEMEHTOM, OTBEYAIOIIIM BEUHOMY CTATYCy COCTOSI-
Hug, d O d:

[0 0 0 0 0[0]
d 0 0 0 00
e f h 0 00
0 0 k i olo|=F @
0 0 0 m  0[0
l—d—el—fl-h—kl—I-ml|l

CornacHo ycnoBusm (27), matpuiia P (28) saBisieTcs
cmoxacmuueckoll (BCe CTOJIOIIOBbIE CYMMBbI PaBHHI 1),
M 3TO J]aeT OCHOBaHME CUUTATh €€ MaTpULIeil nepexod-
HbIX eeposmHocmeti TUCKPETHON MapKOBCKOM LIENU:
COCTOSTHUSI U BEPOSITHBIC TIEPEXOIbl 3TOM 8uUpmyanb-
Holl Ileny MpeACcTaBJIeHbl Ha puc. 34.

CoctostHue d BUpTyaabHOI ey Ki1acCupuIpy-
eTCs KaK nozaouaroujee, a BCe IIpovIre COCTOSTHMS Ha-
3bIBAIOTCS HEN02A0UWAoWUMU — TIEPEXOIbI MEXKITY HU-
MU OIUCHIBAET e1agHas nodmampuya Q rnepexoaHoi
Matpunbl P, MOCTpOeHHas Ha COOTBETCTBYIOIIMX
CTOJIOIIaX M CTPOKAX C TEMMU Ke HoMepaMu. MaTteMa-
TUYECKOE OXHUIAHWE TAKOM CIy4yalHOI BEJIMYMHBI,
KaK YHUCJIO IaroB, KOTOPOE LeNb IMTPOBOIUT B 3a1aH-
HOM COCTOSIHMM /10 MOMEHTAa MOIJIOLIEHUSI, TECHO
CBSI3aHO C IIOHSTUEM DYHOAMEHMAAbHOU Mampuiibl
nornomatoneit nenu (Kemeny, Snell, 1976),

N=[n]=(I-0)", I=diag{l,..., 1}, (29)

U BEPOSITHOCTHBIM CMBICJTIOM €€ 3JIEMEHTOB: 1; TIPe/i-
CTaBIIsIET COOOIl CpeaHee YUCIO IIaroB, KOTOPOE
Ne 4
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Puc. 3. Oprpadbl BUpTyasbHON MapKOBCKO 1I€TIN JIJTsI BBIYUCIIEHUSI OKUIaeMOM TTPOAOJIKUTEIbHOCTH KU3HY (a) U CPETHETO

Bo3pacra 1iBeTeHus (6) (Jloroder u ap., 20176).

MpoIecC TMepexodoB MPOBeAeT B HEMOTIOIIAIOIIEM
COCTOSTHUY i IO MOMEHTA TTOTJIOIIEHUST, €CJIU UCXO/I-
Hoe coctossHue ecTh j. COOTBETCTBEHHO CYMMBI ITO
crogbuaM matpuubl N (29) mokasbIBalOT cpelHUue
BpeMeHa, TIPOBEeNeHHBIC B KaXKIIOM M3 HEITOTJIOIIal0-
IIUX COCTOSTHU, U OTU BEJIUUYMHBI OTOXKICCTBIISTFOTCS
C oorcudaemoil npoooaICUMeNbHOCMbIO XKU3HU 0Co0u
(life expectancy; Caswell, 2001, p. 120) Ha cTaguu, OoT-
BeYalollIeii JaHHOMY CTOJIOILY.

ITockonpky mommatpuna @ ecTb MNepexomgHast
yacts TTIMII L (26), dyHmaMeHTalbHast MaTpuiia N
(29) pyTMHHBIM 00pa30M BBIYMCIISIETCS MO 3aJaHHOMN
IIMIT u dbopmyne (29). BDTo 3HAYUT, UTO PE3YIbTAThI
TSI KAJIMOPOBAHHBIX TOMUYHBIX L(f) OyIyT OTJIMYaThCS
OT roga K roay. Ha moMolib nmpuxogut cpemgHsis
IIMII G (24). BoiuvcieHHas ojis Hee 1o (hopMyJjiam
(28)—(29) dyHmamMeHTalibHasi MaTpulla BMECTE CO
CcTaIuiiHO-celM(UIECKMMU MOKa3aTeIsIMU OXKUIa-
€MOli MPOJOKUTEIbHOCTU KU3HU MpeNCcTaBiIeHa B
Ta61. 1. IIpomomKuTeIbHOCTh 3aKOHOMEPHO paBHa 1
y TeHepaTUBHBIX PACTEHU, KOJIb CKOPO UX BEK 3a-
KaHYMBaeTCsd B TOM Ke ce30He (puc. 3a; MaTpuiia
(28)). Haubouniiee (6 jeT) 3HaYeHME HA CTAguU v (Y
B3pPOCJIbIX BUPTUHUJIBHBIX PACTEHUI) OOBSICHSETCS
HauOOJIBIINM 3HAYEHNEM BEPOSITHOCTHU 3aACPKKU B
aToii cTaguu (aneMeHT (4, 4) marpunbl G (24)). Hoi-
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roe IpeOBIBaHNE B BEreTaTUBHOM (ba3ze — 3TO amall-
THBHAsI YepTa pacTeHUI, IIPOU3PACTAIOIINX B XOJIOI-
HbIX 6romax (Haxynpumsunu, amuemnunse, 1984;
INlaBnoB, OHumnueHko, 1987), u npusHak crpaTeruu
yoepacanus mecma 11o Képuepy (Korner, 2003), niu
3amednenrnozo pazsumus 1o JI.A. 2KykoBoit (1995), u
MPOJIOMHUK A. albana TiposBiIseT TPUBEPKESHHOCTD
STOM CTpaTernu COTJacHO pe3yiabraTtaM 11-JeTHHMX
HaOII0IEHUTA.

4.2. CpeaHmii BO3pacT nepBoro nBeTeHus

151 BBIMMCIeHUSI CPeaHEro BO3pacTa IIepBoro (1
eIMHCTBEHHOIO Y A. albana) i1BeTeHUS “MapKOBCKas
HaJICTpOiiKa” MOIenn JoJKHA ObITh MHOM. 1o cytie-
CTBY peub UIET O BO3PACTe NOCTVKCHUS CTaIuu g, U
HET HYXIbl BBOIUTH AOIOJHUTEIBLHOE IOTJIOLIAI0-
1ee COCTOSIHUE “HOXKUTh HO PENpONYKIMH”, KaK Y
noaukapnHbix BUAoB (Jloroder u ap., 2017a). SAcHo,
YTO BTOT ITOKa3aTeJIb KacaeTcs JIMIIb TeX PacCTeHUIA,
KOTOPBIC B CBOEM pa3dBUTHUU JOCTUIJINU TEM NJIN NHBIM
IMyTeM I'eHepaTUBHOII CTaguu, U IIOTOMY oprpad BUp-
TyaJIbHOH 1LIeMU BBHIIVISIAUT KaK IMOKa3aHo Ha puc. 30,
a YCJIIOBHBIE TTIePEXOTHBIC BEPOSITHOCTH db, €°, ..., I, m® —
BJIEMEHTBHI TIePEXOAHOI MaTPULIBI

2021



254 JJOTO®DET, YIAHOBA
Taomma 1. BospacTtHbie tokazatenu A. albana B pe3ynbrate ocpeqHeHust 10 rommanbix Matpuil L(7) (1= 2009, ..., 2018)
3HauyeHUe 1O cTagusIM (TOIIBI)
TMokasatess TMommatpuia Q Qymammaﬂbﬂa’: + CTaHZapTHOE OTKJIOHeHHUe *
matpunia N = (I — Q)
pl j im v g
0 0 0 0 0 1 0 0 0 0
0.2791 0 0 0 0 0.2791 1 0 0 0
E, 0.0900 0.0700 0.1173 0 0 | 0.1241 0.0793 1.1329 0 0 % % i—gz % %
0 0 0.2097 0.8390 0 0.1616 0.1032 1.4752 6.2096 0 ’ ’ ’ ’
0 0 0 0.0502 0 0.0081 0.0052 0.0741 0.3119 1
0O 0 O 0 1 0 0 0
0.75610 0 0 0.7561 1 0 0 21.02| 20.26 | 19.26 | 17.70
A 0.2439 1 0.3588 0 1.5596 1.5596 1.5596 0 17.23 | 17.22 17.22 | 17.20
0 0 0.6412 0.9435 17.7042 17.7042 17.7042 17.7042

IIpumeuanne. * Cum. Caswell, 2001, p. 113. Eg — IpOIOKATENLHOCTD XKU3HU, OXKHUaeMast Ha cTanuu s (s = pl, J, im, v, g); A; — cpennee
YHCIIO LIATOB JI0 TOCTHXCHMUS TCHePATHBHOMN CTaIny U3 cTanuu s (s = pl, j, im, v), T.e. Ay — 3TO CpeqHUIL BO3PACT LBETCHHSL.

000 0]0
0 0 0|0
Pe=le R 0ol (30)
0 0 & o
0 0 0 m1
— TEepeCUYUTHIBAEMBIE U3 DJIEMEHTOB d, e, ..., [, m

cpenHeii Matpuiibl G (24) MpU YCIOBUU OTCYTCTBUSI
cMmeptHocTu (Jlorodet u np., 20176, [puioxeHue b).
IMoamaTpuiia Q B JaHHOM cllydyae — 3TO TJlaBHasI Mo/ -
matpunia 4 X 4 marpuusl P© (30), 1 mo-npexHemy
CTOJIOLIOBBIE CyMMBbI (DYyHAAMEHTAIbHOUM MaTpUlIbl (29)
JaloT cTaTtyc-crnelnuduyeckue BO3pacTHBIE MoKasa-
TeJI, a UCKOMBI BO3pACT LIBETEHUS €CTh UMCJIO JIET,
KOTOpbIE€ MPOPOCTKU MPOBEAYT BO BCEX CTAAUSIX MO
JNIOCTUKEHUS TTOoCIeAHEeH, T.e. paBEeH CyMMe TIepBOTo
cToJibLia MaTpullbl (29).

PesynbTathl nipeacTaBiieHbl B Ta0. 1, roe cpen-
HUI BO3pacT uBeTeHust Ay, paseH 21 rony. [Tapamnok-
CaJIbHO, Ha TIePBbII B3IJISIL, YTO OH MPEBBIIIAET OXKU-
JlaeMy10 TIPOAOIXKUTEILHOCTD XKM3HU 0CO0Eii Ha BCex
cranusx. [Tapamokc oObsicCHSIETCSI TEM, UTO B OXKUIa-
€MOli TMPOJIOJKUTEIbHOCTU YUYT€HA U BEPOSITHOCTD
rubenn ocobu Ha KaxXaou U3 craauii (KoTopast Mak-
CUMaJIbHa Y IOBEHUJIOB, CM. 2-i1 cTosiOe1 MaTpulibl G
Ta6a. 4 B Jloroder u ap., 20176), Torma Kak Bo3pact
LIBETEHUSI OIPENeISIeTCSI TOJIbKO CPeIu HOXWBIINX
JI0 HEro pacTeHuil. AHaJOTMYHBI KauyeCTBEHHO,
3TOT PEe3YJIbTAT 3aMETHO OTJINYAETCSI KOJTMYECTBEHHO
oT 8-yjeTHUX HaoOmoneHuit cmeptHocTH (Jloroder
u 1np., 20176, Taba. 5). HactopaxkuBaeT ellie 1 TO, 4YTO
21 Tom BBIXOIMT 3a IIpeleabl BpeMEHHOTO psjia Ha-
omoneHuii (11 et). “B aTOM, OMHAKO, HET MTPOTUBO-
peuus ¢ TaHHBIMU TUIOLIAN0K, TAe ObLIUM OOHapyXKe-
HbI paCTeHUsI HE MOJIOXKE 8 JIET, HO €llle HE JOCTUT-
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mue reHepaTuBHOM cragun” (Jloroder u ap., 20176,
c. 72).

5. ABOMHAS CTPYKTYPA MONVJALUWU

ITomuMo Bo3pacTa WM CTaouK Pa3BUTUS, APYTUE
HaOJIrogaeMbie MpM3HakKu (pa3Mep WM Macca Telia,
¢dbeHOoTHUI, TUIIT MECTOOOUTAHUS U T.d.) TOXE MOIYT
CIIy>KMTh OCHOBaHMSIMMU JIJISI KJIacCUPUKAIIMK 0co0eii
U BBISIBJICHUSI OINPEASICHHON CTPYKTYPHI B ITOITYJISI-
uuu. bojiee Toro, jormka KOHKpETHOTO MCCJIea0Ba-
HUSI MOXET IToTpeOOoBaTh KjiacCu(UKAIUM 10 JIBYM
OCHOBAHUSIM OJHOBPEMEHHO, U TOI/a CTPYKTypa I10-
OyJISIHUUA IpuoopeTaeT BTopoe usmeperue, a [IIMIT —
610uHoe cTtpoeHne (Goodman, 1969). B kauectBe
OCHOBaHMI MOTYT BBICTYIIATb @03pacm W cmaous
(Caswell, 2012; Caswell, Salguero-Gomez, 2013),
cmaous n mecmoooumanue (Hunter, Caswell, 2005),
cmaoduss n eenomun (Vries et al., 2020) — nmpumepsl
npyrux map cMm. y Pora u Kacyanna (Roth, Caswell,
2016). IIMII 6;109HOTO CTPOEHUS MOSIBISIIOTCST TaK-
K€ B MOAEIW METAMOITyJISIIUM C OJHUM IMPU3HAKOM
KJ1acCU(UKaLMU U MUTPALUSIMU MEKIY JIOKATbHBIMU
MecTtoobuTaHusMu (Sanz, Bravo de la Parra, 2019).

IlepBeiM B memorpaduy pacTeHUN (HOPMaIN3M
JIBOMHOM cTpyKTYypbl TpuMeHuI Jloy (Law, 1983) mis
nonyisuuu BopcstHKU Dipsacus fullonum — MoHO-
KapImHOTO TPaBSIHUCTOTO PacTEHUS, KOTOPOE 3aliBe-
TaJIO JIMILIb IO AOCTUXKEHUM OMPeeIeHHOTO pa3Mepa
U CUUTAJIOCh ABYJIETHUM, XOTs B ITOMYJISILIMUA BCTpE-
Jajanch 0COOM U YeThIpeX JieT. PenmponyKiims 3aBuce-
Jla OT pa3Mepa, BeIpaxkeHHOro B 6ayutax ot 1 1o 4, a
JUHAMUKAa MOITYJISIUY B LIEJIOM — OT pa3Mepa U BO3-
pacra.

JBoitHasi CTpyKTypa HONYJISIHUU TpeOyeT IBOI-
HOM HyMepalluKi BO3MOXHBIX COCTOSIHUI 0cOo0M, TaK
yro BepmnHBI [2KII MOXHO pacItioloXuTh B y3ax
Ne 4
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Puc. 4. I'K1I ocobeit Bopcsinku JecHot Dipsacus fullonum, KiiaccuduLIMPpOBaHHBIX ITO XPOHOJIOTUYECKOMY BO3pacTy U pa3Mep-
HoMy KJjaccy. IlycThle KBaapaTMKM COOTBETCTBYIOT HEHaOJI0JaeMbIM Pa3MEPHO-BO3PACTHBIM COCTOSIHUSIM, IITPUXOBbIE
CTPEJIKY — MOTIOJTHEHUIO TIOMYJISIIIAY 32 OMWH BpeMeHHOI miar (agantupoBaHo u3: Law, 1983).

LEJIOUMCIEHHOM “pelIeTKr” Ha INIOCKOCTH (puc. 4).
M eciu o6a knaccupUUMPYOIIMX MpU3HAKA MOTYT
MEHSIThCS 3a oguH BpeMeHHOI mar, To I'2KII orpa-
2KaeT COOTBETCTBYIOIIUE U3MEHEHMUSI.

K coxaneHuio, aBTOp-O6MOJIOT, IPeITOKUBIINIA
HOBBI MaTeMaTUdecKUii (popMaJii3M, craejan o0-
LU BBIBOJ O €r0 CBOMCTBAX, UCXOAS U3 YACTHBIX Ha-
OJroAcHUIA: “eclii Bce 3JIeMEHThI MaTpuIibl ['ynmaHa
[T.e. ITMII 6;109HOTO CTpOEHUSI| 3aBUCAT OT BO3pac-
Ta, HO HE OT pa3Mepa, TO YMCICHHOCTHU, TTpecKa3aH-
HBIE B KaXXJIOM BO3PAaCTHOM KJIacce, IEHTUYHBI Y1C-
JICHHOCTSIM COOTBETCTBYIOIIel wmarpunbsl Jlecmmn”
(Law, 1983, p. 228). OgHaKko MaTeEMaTUYECKOE HCCIIe-
nosanue (Jloroder, 1989, 1991) onposepraer 3ToT
BbIBOA. B yactHoctu, eciiu K1 Ha pemetke (puc. 4)
CUJIbHO CBSI3€H 1 cooTBeTcTBYIOLIas [IMII Hepa3zno-
KH1Ma, TO B 0oJiee 00I1IeM clIydyae BIIOJTHE BO3MOXKHBI
CUTyalliM, Korma “IByMEpHBIN” rpad TepsieT CUIlb-
HYIO CBSI3HOCTb, JaXKe €CJIM €ro BO3pacTHOM U pa3-
MEpHBII hakmop-epaghbt (T.€. IIPOSKIIUU UCXOTHOIO
rpada Ha BO3PacCTHYIO M pa3MEPHYIO OCU) CHJIBHO
cBs3HbI (JIoroder, 1989, 1991). AHamornyHas cutya-
LUSI BO3MOXHA U ¢ IPUMUTUBHOCTBIO/UMIIPUMUTUB-
HocTtbo [IMII (JIoroger, 1989, 1991), T.e. co cxonu-
MOCTBIO/IIMKJINYHOCThIO B ACUMIITOTUYECKOM TTOBE-
JEeHUU TPAeKTOPUIA.

B 6o1ee ob11eM ciiyyae, T.e. KOrja CTaTyCHbBIE Ie-
pexonbl HEOMMHAKOBEI B pa3HBIX BO3pacTax, KpPUTE-
pUii CUIBHOM CBSI3HOCTH oprpada, 3aJaHHOTo Ha KO-
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HeuHoi1 mockoii pemetke (Csetenyi, Logofet, 1989;
Logofet, 1993, Teopema 3.3), onupaeTcss Ha IOHSTHUE
bazoeoit dyeu (Harary et al., 1965) 1 mo3BosieT ycra-
HOBUTH HaJIN4YME JTUOO OTCYTCTBUE CUJIBHOM CBSI3HO-
CTH B TIPAKTUUECKU 0003PHUMBIX CITydasix.

5.1. Craryc ocodm: XpOHOJIOTHYECKHiT BO3PACT
U (pU3NIECKoe COCTOSTHUE

OneHka (pU3MOJIOrMYECKOTO CTaTyca 0codu MoO-
KeT OBITh BaXKHOM IJISI IPOMBICIOBBIX BUIOB. Ha-
MIpUMep, OJICHeBOAbI-CaaMbl MPAKTUKYIOT MOJYBOJIb-
Hoe colepxxaHue ojeHell Rangifer tarandus tarandus
3MMOI, CTPOTUI1 KOHTPOIIb 32 6epeMeHHBIMU CaMKa-
MU B MIEPUO]I OTeJIa, MEYEHNE HOBOPOXIEHHBIX MET-
KO 0JIeHEBOa, BOJILHLII BBITIAC JIETOM, “UMaHue”,
T.€. TIOUCK 1 cOOp OJIeHeil 0CEeHbIO, YTOOKI IIPOBEPUTH
MX HaIu4ue U Gu3ndeckre KOHIUINU, a TAKXKe OCy-
ILIECTBUTH ITPOMBICIIOBOE U3BSATUE SKUBOTHBIX U3 CTAaa
(Tveraa et al., 2003; backun, 2009) mo npaBwuiy “cia-
Oelilue XXMBOTHBIE U3bIMAIOTCSI B IEPBYIO oYepeab .
Konaunyy HampsiMyro 3aBUCAT OT BEJIMYMHBI 3aria-
COB XMpa, YTO B CBOIO oUepedb ITPOBEPSIOT, OLICHU-
Basl Jerno Oyporo XXupa 1of yIIaMH, IIyMalT, Ha-
CKOJIBKO m1oTeH xpsi yueit (backun, 2009).

Takast mpakTMKa JaeT OCHOBaHWE BKIIIOYWTH B
CTPYKTYpPY HOIYJISILIUU, HAPSILY C BO3PACTOM KUBOT-
HOTO, ero (PU3MYECKUii CTaTyC — HaIpuMep, B Tep-
MUHAaX TpeX KaTeTOpuii: caabwiil (W), HopmanwsHbiil (n),
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cuabHblil (S), — €CTECTBEHHO, C 3aBUCUMOCTBIO KO-
(GULIMEHTOB JOXUTHUS U TUIOJOBUTOCTU OT CTaTyca.
BekTop nonyasiiinoHHO CTPYKTYpHI X(#) TOTAA 3aMe-
HaeTcs Matpunein X(7) = [x(?)], rae x;(f) o3Havaer
YUCJIEHHOCTb ocobeii Bo3pactai (i=1, 2, ..., 17) (Ue-
TeHu, 1988) B konaguumuj (j = 1, 2, 3) HAa MOMEHT Ha-
OoneHU £.

ITpoctas 3ameHa BekTopa x(f) Ha maTtpuily X(¥) B
Monmenmu (6) ¢dopMajbHO IOMYCTUMA IO IIPaBIITY
YMHOXEHUSI MaTpUll, OJHAKO CTOJIb K€ MPOCTO BU/T
“IPOEKIIMOHHOTO” YpaBHEHMSI OKa3bIBAETCSI HEBO3-
MOXHBIM ¢ MaTpuuieil L(f) pasmepa 17 X 17 (mogpo0-
Hee cM. Jloroger, 2002). IIpobiaema pemiaeTcst myTemM
konxkamenayuu 17 cTpok Matrpulibl X(f) B BEKTOp-
cronbern pa3mepa 17 X 3 =51

X () =[x (), % (1),.... x; ()" e R”, (3D
U Toraa ypaBHeHUe (6) MpUHUMAET MPEXHUN BULT
X(t+1)=LX(), t=0,12,..., (32)

rae L — matpuua Iyomana — umeet yxe pazmep 51 X
X 51 u 6a04HOEe CTpOCHUE:

(F|F,|...|Fe | F; |
T,00]..]0]0

(33)

0(0[..[T,]0

Ha mecTe mpeXXHUX CKalsIpHBIX BO3PaCcTHO-CITELIM-
¢duyHbIX 2J1eMeHTOB L — mampuuybi Jlecau — oKa3blBa-
1orcst (3 X 3)-6n0ku (F; u T;), oTpaxamniye COOTBET-
CTBEHHO CTaTyC-CIeIn(pUIECKHE TUIOJOBUTOCTH U T
U3MEHEHUsI B CTaTyce 0CoOeii COOTBETCTBYIOLIETO
BO3pacTa, KOTOpbIe MPOUCXOASAT 3a OAWH IIar 1o Bpe-
MEHU B 3aBUCUMOCTHU OT YCIIOBUI mepe3nMoBku (Ye-
teHu, 1988). Ilpu mpaBuiIbHONM HyMepaluu Y3J10B
I'’XII no-npexHemy coBmamaeT ¢ oprpadom I'(L),
ACCOLIMMPOBAHHBIM C MaTpuleil L, U ero CujbHas
CBSI3HOCTh ObLJIa yCTAHOBJIEHA YXKe Ha paHHEH CTaguun
noctpoeHust moaenu (Csetenyi, Logofet, 1989).

5.2. Bo3pacTHoe COCTOSIHME: CTAAUA PA3BUTHSA
U XPOHOJIOTHYECKHIl BO3PACT

CorjracHO TpamguIIMM OTEYECTBEHHOM OOTaHWYe-
CKOI1 IIKOJIbI, TEPMUHBI 6803pacm W 603paAcmHOe CO-
CMOsHUe, KOTOPbIE 3IPAaBbIM CMBICIOM JOJIKHBI BOC-
NPUHUMATLCSI KaK CUHOHUMBI, TAKOBBIMM HE SIBJISI-
IOTCS TI0 CMBICTY, BJIOXEHHOMY B “BO3pacTHOE
cocrossHue” 6osee 70 jetr Hazan (PaGorHoB, 1950;
Vpanos, 1975; LleHomonyasuuu pacTeHuii..., 1976,
1988; Kykosa, 1983, 1995) kak cmaduu pa3BUTHS.
DTO BHOCUT MYTAHUILY B BOKAOYJISIpUil TeX MOJEeH,
rIe paccMaTpUBaeTCs M XPOHOJIOTUIECKUIA go3pacm,
U cmaduu OHTOTeHE3a, U CEMaHTUYECKOE ITPOTUBOPE-
yyie CTAHOBUTCSI OCOOEHHO OYEBUIHBIM B aHIJIO-
SI3BIYHOI BEPCUU COOTBETCTBYIOIIETO TEKCTA.
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JIOTODET, YVIIAHOBA

JlaHHBIe HaOMIOACHWI THUMA “WACHTUMUIINPO-
BaHHBbIE 0COOM” TI0 CTAIMSIM OHTOI'€HEe3a 1 XPOHOJIO-
FMYEeCKOMY BO3PACTy XapaKTEpHBI, HAIpUMEp, IJIsS
BeiHuKOB Calamagrostis epigeios (YaHoBa u mp.,
2008; Jloroder u ap., 2015, 2016a; Ymanosa, 2015) u
C. canescens (YnaHosa u ap., 2002) B THTUYHBIX Me-
CTOOOUTAHUSIX.

Beiinuku p. Calamagrostis — MHOTONIETHUE IJIH-
HOKOPHEBUILHBIC TTOJIMKAPIUYECKUEe 3JIaKU, PacTy-
1IMe Ha Jyrax 1 JeCHbIX BhIpyOKax, TpaauliMOHHBII
OO0BEKT U3YUYEHUSI B OTEUECTBEHHOM IIKOJIe OOTaHU-
KH. B nx 1mkajgax oHTOreHe3a — B OTJIMYME OT IIpeIbl-
JIYILIMX IPUMEPOB — FeHEPATUBHBIEC PACTEHUS pa3Jiv-
YaloTCs 10 YMCIIy TeHepaTUBHLIX 1100eroB (YiaHoBa
u ap., 2008, puc. 1). Ctanguu oTYETINBO pa3IIAIOTCS
110 MOp(dOJIOTMU pacTEeHUsI, a M0 XapaKTepy Ioauy-
HBIX IIPUPOCTOB B 30HE KYIIEHUS 3j71aKa U IIPOYUM
MPU3HAKAM MOXHO OINPEAECIUTh €r0 XPOHOJOruYe-
CcKUii Bo3pacT B rogax (YnaHosa u ap., 2008).

Korna Beitnuku Calamagrostis 3acesiioT OTKPBI-
Thle TIPOCTPAHCTBA, HAMpUMEp, JIECHbIE BBIPYOKM,
OHU Pa3MHOXKAIOTCS MPEUMYILECTBEHHO BEreTaTUB-
HBIM MyTeM, 00pa3ysl MO3auKy OTIEIbHBIX KOAOHUIL,
KOTOPBIE B IIEPBbIC TOJbI KOJIOHU3ALIMHU ellie He 0Opa-
30Bajid CIUIOIIHOM IIOKPOB, MMEIOT pa3InyuMBbIe
rpanuisl (Jloroder u op., 2016a, puc. 1) u Moryr pas-
JIMYaThCs TI0 CTaAUMHO-BO3pacTHOMY cocTaBy (ibi-
dem, Tabm. 2).

5.3. /IBoiinas cTpyKTypa
0e3 0ounoro crpoenus [TMII

ExeromHbie HabmoneHus: (BO BTOPOil ITOJIOBUHE
aBryCcTa, KOTJa pa3BUTHE KYCTOB 3aBEpIIEHO) MOKa-
3bIBAIOT, YTO OJHA M Ta K€ CTAaaUsI OHTOTEeHEe3a IIpO-
JIOJDKAETCsI pa3jIMyHOE YUCIIO JIET Y pa3HbBIX KYCTOB,
T.e. CpeOU PACTeHUIA OOHOM CTagWU BCTPEYAIOTCS
0CO0OM pa3HOI0 XPOHOJOIMYECKOTO BO3pacTa, a pas-
HOOOpa3ue MHIAUBUIYaAJIbHBIX ITyTEil pa3BUTUS CpEIy
pacTeHUII OOHOM KOJIOHUM MOXHO IIpeICTaBUTH B
punae I'2KII, moka3zaHHBIX Ha puc. 5. DTH rpadHl 1M0-
CTPOEHBI, KaK U puc. 4, Ha AByMEePHOI LIeJIOYUCIICH -
HOM “penieTke” BCEBO3MOXHEBIX COCTOSHUIT WHOW-
BUAYaJIbHOTO KYCTa B TEPMUHAX 603pacm—cmadus,
HO B OTJIMYME OT IPEIbIAYLIEro HeHabaodaemble CO-
cTostHUs (ITyCThle KBagpaTUKU Ha puc. 4) 3mech HE
IMOKa3aHbI BOBCE.

TpaguuoHHBIE MATPUYHBIE MOACIN MOMYJISIIAIA
C IBOMHOM CTPYKTypoul (T.e. Ipu KiaccuduKamuu
0Cco0€eil TT0 IByM OCHOBAHUSIM) MpeanosaratoT 6Jio4-
HOE CTpOeHHE MPOSKIIMOHHON MaTpULIbl U MPOJBU-
HYTYIO TEXHUKY KPOHEKEpPOBa IIPOM3BEACHMS BEKTO-
poB u Mmatpul, (Csetenyi, Logofet, 1989; Jloroder,
1991; Caswell, 2001, 2012; Hunter, Caswell, 2005), HO
B HallleM CJIyyae 3TO NPMBOIMJIO K CUJILHO pas3pe-
KEHHOI MaTpulie Ype3MEepPHOro pa3mepa (COTHU) U3-
3a Hamuus B I K1 MHOrMx BUpTyalbHbBIX, HO HEpe-
aJIbHBbIX (He HAOJIOJABIIMXCS) CTaIUMHO-BO3PaCT-
Ne 4
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>

Craguu oHTOreHesa

Puc. 5. I’XLI Calamagrostis epigeios 1o naHHbIM packomna KosjoHuii (/ u 1) 3-netHero Bo3dpacrta B 2015 r. CIUIOIIHBIMU CTPe-
KaMM 0003Ha4eHbl OHTOTEHETUYECKUE ITePEXO/Ibl, COCTOSIBIIIMECST 32 OJMH TOJI: YMCJIa Ha CTPeJIKax yKa3bIBaIOT IOJIU KYCTOB UC-
xogsiiiero craryca B 2014 1., KoTopble 0OHapy>KeHbI B COOTBETCTBYOIIIEM cTaryce B 2015 r.; 4mciio BHYTpM BepIIMHBI rpada
0O3HayaeT MOPSIIKOBBIA HOMEP KOMIIOHEHThI B BEKTOPE CTPYKTYPHI; CepbIM (hDOHOM BhIIEICHO penpodykmueroe sdpo I' XK1 (Jlo-

roder u ap., 2016a).

HBIX cocTtosiHUii. [1oaTOMY HepeasbHBIE COCTOSTHUS
He YYaCTBYIOT B KOHKameHayuy IByMepHO monyJisi-
LUOHHOM CTPYKTYPhl KOJIOHMU B BEKTOP-CTOJIOEII
COOTBETCTBYIOIIEH Pa3MEPHOCTU — IO YUCITY 3aHY-
MepoBaHHBIX BepiinH B I KII. DToT BekTop coxpa-
HSIET B CYIIHOCTH Ty Xe caMylo UH(pOpMAaIHIO O CTa-
IUIHO-BO3PACTHOM COCTaBe KOJTOHUM, HO ITO3BOJISI-
€T — B OTIMYUE OT TAOJIMYHOIO IIpeACTaBICHUS
CTPYKTYPBI — UCITOJIb30BaTh TPAAULIMOHHYIO BEKTOP-
HO-MaTpU4Hyio ¢opMy (6) OCHOBHOIO MOIEIBLHOTO
ypaBHEHUSI, XOTS U ¢ 60Jiee CIIOXKHBIM, YeM Y MaTpu-
bl Jlecau (33), ctpoernunem IIMII (Jloroder u ap.,
2016a, Tabm. 3).

YuciioBble 3HaUeHUS KOG (PUIIMESHTOB OHTOIeHEe -
TUYECKUX TIEPEXOJ0B, IIPUCBOCHHbLIE CIIJIOLIHLIM
CTpeJIKaM Ha puc. 5, ObLIM ITOJyYeHBI, KaK U paHee,
W3 JaHHBIX TUTIA “UaeHTnGUINpPOBaHHEBIE ocoomn”, a
KO3 PUIIMEHTHI PeNPOAYKIIUY ITOKa3aHbl HAa IITPU-
xoBbIx ayrax [2KII B opmMe CUMBOJILHBIX TapaMeT-
pOB, TOIJIeXalIUX KaauOpoBKe, MPOCTO KakK JaHb
tpanguuuu. Ha camom nene, ator npoekT (Ha 3em-
Je..., 2015) umen 1enblo M30aBUThCI OT penpooyk-
mueHoll HeonpedeseHHOCMU, CBOMCTBEHHOI TaHHBIM
aHaJIM3a HAA3€MHOM YacTU pacTeHUIi, U C 3TOM Lie-
JIIO TIPUMEHWINM METOIMKY BBIKAITbIBAaHUS LIEJI0M
KOJJOHMM BEMHMKA C COXpPAaHEHWEM BCEH CHUCTEMBI
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KOPHEBUIITHBIX POIUTEILCKO-I049epHUX cBsa3eit (JIo-
roder u ap., 2016a). AHamu3upys pparMeHThI CUCTE-
MBI CBSI3€i1, OTHOCSIIMECS K KaXXKIOMY POIUTEIHCKO-
MY KYCTY, OTIpEIE/ISIA CTaAUMHO-BO3PACTHOM CTaTyC
pOIUTENS B MPOIIIOM FOAY U CTaTyC KaxKAOro U3 ero
MOTOMKOB 10 KOPHEBUIIIHO CBSI3U B TEKYILEM T'OLY.
B pesynbraTe moayduiM cXeMy BBIKMBAHUS MTOTOM-
KOB JIJISI BCEX CTaTyC-CrelnUIeCKUX POIUTETLCKUX
TPYIII IO KOJIOHUM B 1IeJIOM (puc. 6), TTOCJie Y4ero Ima-
paMeTphl a, b, ..., n, 0 OIIPEICIINIIN IIPSIMBIM IOACYE-
TOM U3 AaHHBIX packornoB (Jloroger u np., 2016a,
Tabm1. 3).

LenouncneHHple MapaMeTphl a, b, ..., n, 0 CXEMBI
BBLKUBaHUS (PUC. 6) — 5TO YUCIUTENHN TEX CAMBIX KO-
3 OUIUEHTOB, KOTOpbIe MOKA3aHbBI Ha TyTax perpo-
nykiuu I'2KI (puc. 5), a B 3HaMeHaTens1X CTosT (ab-
COJIIOTHBIE) YMCJIIEHHOCTU COOTBETCTBYIOIIMX POMM-
TenbeKux rpynmn B 2014 r., T.e. 3a Tom OO packKoma
(Jlorodet u np., 2016a, Tab. 2). Tem caMbIM BEKTOP-
HO-MaTpUYHOE YpaBHEHUE

x(t)=Lx(t—1), t=2015, (34)
yIOBJIETBOPsIeTCS B Kaxknou u3 11 (w1 xomonuu 1)
vnu 14 (niast kojioHuu /1) KOMIIOHEHT BeKTopa x(f) ¢
Y4ETOM COOTBETCTBYMIOIIEH cTpoku MaTpuubl L (Jlo-
roger u ap., 2016a, Taba. 3). B otimmune ot ypaBHe-
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Puc. 6. Cxema BbDKMBAHMST MOJIOIBIX KOPHEBMIIL Y PACTEHUI pa3HbIX POAUTEILCKUX TPYIII MO pe3ybTaTaM pacKoria IByX KO-
nonuit Calamagrostis epigeios (I n I1). Yuciao mox nzobpaxkeHUEeM pOIUTEILCKOTO KycTa paBHO CYMMapHOMY KOJIMYECTBY MO-
JIOMBIX KOPHEBUII Y POAUTEIIEi JAHHOTO CTAaTyCa; YMCJIO BO3JIE IOYEPHETO KYCTa — KOJIMYECTBY KYCTOB COOTBETCTBYIOIIETO CTa-
Tyca B ONOJIHEHU U KojloHuH. [lapameTpsl a, b, ..., n, 0 03HAYAIOT YKUCJIA XKUBBIX JOUEPHUX KYCTOB Y POIUTENICH COOTBETCTBY-

rourero craryca (Jlorogert u ap., 2016a).

HUst (6), OMUCHIBAIOIIETO “IPOEKIUIO” TOIYJISIIIA-
OHHOI1 CTPYKTYpbI Ha OJIMH 1lIar B OyaAylilee, ypaBHE-
Hue (34) onuChIBaET IEPEX0/ B TEKYIIIEe COCTOSHIE
KOJIOHMU M3 €€ MPOIIJIOrOJIHEr0 COCTOSHUSI, PETPO-
CMEKTUBHO BOCCTAHOBJIEHHOIO T10 pe3yJibTaTaM pac-
Kona. Ho 310 00CTOSITeNIbCTBO HUKAK HE BIUSIET Ha
CBOICTBAa MONENU, W, B YaCTHOCTU, TOMUHAHTHOE
cobcTtBeHHOE YMCIO A (L ) TIOIMATPUILIBI PEMTPOLYK-
TUBHOTO siipa MaTpUllbl L MO-MpeXXHEMY CITY>KUT KO-
JIMYECTBEHHOM MepOii MPUCITOCOOIEHHOCTU KOJTIOHUU
K YCJIOBUSIM Cpelbl Ha JAaHHOM BpPEMEHHOM Iare.

KYPHAJI OBIIIEN BUOJIOTUH

Yucnosbie 3HaueHUsS A,(L,,.) XapaKTepU3yIOT BBICO-
KU TEMIT pOCTa MOJIOIOM JIOKAJIbHOM MOITYJISILIUU.

Bce nyru penponykuuu B I'KIL kononuu I/ npu-
HajJjexar penpoayKTUBHOMY SIIPY, a Y KOJOHUM [

ayra vl (r g; (BepxHMI1 MHAEKC 0003HAYaeT BO3PacCT)
HaxomguTcs BHe sapa (puc. 5, I). DTo 3HAYUT, 4YTO CO-
OTBETCTBYIOIIUI KO3GGUILIMEHT penpoayKiuu k/43
HMKaK He BJIMSIET HA BEJIMYMHY A, ¥ 3TO CIIPABEIH-
BO MaTeMaTU4YeCKU B CHJIY Pa3I0KMMOCTH MaTPUIIBI
L. Ho korma A, BBICTYITaeT Kak Mepa IIPUCIIOCODIEH-
Ne 4
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HOCTH JIOKAIbHOM TIOITYJIAIIN, UTHOPUPOBATD BITOJI-

He oInpeaeneHHbI Bkaan (k ocobeil ctatyca g;) B ITIO-
MOJIHEHWE TIOITYJISIINK HeJb3s1. B MogoOHBIX cirygasx
Mepy A,(L) HEOOXOOMMO MOMOJHUTH OIPEAETCHHBIM
obpazom (Jloroger m ap., 2015, IIpunoxenue b) mo
w(L) (JIorodet u ap., 2016a, taba. 3). JonosHeHUs
JINIIb YTOUHSIIOT OLICHKU, HO HE MEHSIIOT OCHOBHOTO
BBIBOJA O OYPHOM POCTE MOJIOABIX KOJIOHUIA.

5.4. MozKHO Ji1 YIPOCTHUTD JABOMHYIO CTPYKTYpY?

Koraa peup umer o6 ympolleHUU MOAEIH, pac-
CMaTpPUBAIOT IIPEXIE BCETO CIIMCOK €€ IIepeMEHHBIX,
a COKpallleHUIO OH MOoAAaeTCs MyTeM OTKa3a OT 4YacTu
MEPEMEeHHBIX JIM0O aepecayuu (T.e. OObBEIUHECHUSI)
IBYX WM 0oJjiee mepeMEeHHBIX B OOHY. B Haltem ciy-
4yae nepemeHHble MO — 3TO KOMIIOHEHThI BEKTOpa
x(f) CTPYKTYpHI MOMYJISLINHU, a YIPOIIeHWE MPU3BaHO
COKPaTUTh €ro pa3MepPHOCTb M COOTBETCTBEHHO pa3-
mep ITMII. I1epBEIit mar Ha 3TOM ITyTH — OTKa3 OT He-
HabJIIoJaeMbIX KOMIIOHEHT (MpeablIyllnii pa3aen) —
oKaszaJicsl BechbMa 3(P(PEeKTUBHBIM, HO arperupoBaHue
KOMITOHEHT TpeOyeT clielajJbHOro aHaiamsa. Ecim,
HaIlpuMep, CTOUT BOIPOC, JOMYCTUMA JIM arperarusi
110 CTaAWUSIM B BO3PACTHBIE TPYIIIIBI, TO €T0 ITOJIOXKM-
TEJIbHOE PEIIeHNE CBOAUTCS K BHIIIOJTHEHUIO OIIPEIe-
JICHHBIX COOTHOIIIEHU (TUIIa paBEeHCTBA) MEXIY Ae-
MorpaduyecKUMH IapaMeTpaMy MCXOTHOM MOIENIn
CO CTamgMiiHO-BO3pacTHOU cTpyKkTypoil (Jloroder,
benona, 2007, paBeHcTBa (17)), 1 001Ut CMBICTT 3TUX
COOTHOIIIEHUI CBOOUTCS K OrpaHUYCHUIO CTamuii-
HOM Creln(UIHOCTU BO3PACTHHIX ITAPaMETPOB.

VrpoiieHne CTpyKTYphI MOMYJISIIINA MOXET TakKXKe
MpeciienoBaTh LeJdb N30aBUTHCS OT PEPOAYKTUBHOM
HeoIlpeIeIcHHOCTH B JaHHBIX HaOmoaeHuii. Hampu-
Mep, HEONpenaeIeHHOCTh B Monenu E. caucasicum
(Jlorodet u np., 2016a) BOZHUKAET U3-3a HAJTAYUSI
JIBYX PEIIPONYKTUBHBIX CTAIN B XXM3HEHHOM 1IMKJIE
Opranm3MoB (puc. 20), 1 UX arperaius B OIHY CTa-
IO, NEMCTBUTEIBHO, MPUBOAUT K OJHO3HAYHOMN Ka-
JIMOPOBKe KO3(pPUIIMEHTa PEIPOAYKLIMUA U K Py~
poBanHoii [IMIT L,,(7) pasmepa 3 x 3 (Logofet, 2017,
Table 3). JloruuHoe TpeOGoBaHME, YTOOBI Xl(Lag(t))
roriajaajia B TpaHMLIbI PEKHEro Ararna3oHa Heorpe-
neneHHocT 1o A (L(7)) mcxomuoit marpuubl L(7),
OKa3aJioCh BBINOJHEHHBIM y MaTpull L,,(2009), ...,
L,,(2012), Ho HapymieHHbIM Y L,,(2013) (Logofet,
2017). M1 6onee TOoro, okazaaoch, 4TO Xl(Lag(2013)) >1,
TOT/Ia KaK MPEeXHUN quara3oH sHaueHuii A (L(2013))
pacrionoxeH cieBa oT 1. TakiM o6pa3oM, arperanus
M3MEHUJIa KaUeCTBEHHO MPOTHO3 BBIKUBAHMS 1IEHO-
MOITYJISILIAM, UTO, Pa3yMeeTCsI, HEIIPHUEMIIEMO.

6. METOJAMYECKHME TPYAHOCTH
MATPHUYHbBIX MOIEJIEUN

Kak 3(ppeKTUBHBIN MHCTPYMEHT N3YICHMUST TIMTHA -
MUKU TIOITYJISIIINI paCTeHUI U JKMBOTHBIX IO IITHPO-
JKYPHAJI OBIIEN BUOJIOTUU
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KOMY CHEKTpY HaMNpaBIeHUW, MaTPUUHBIC MOIEIU
BXOIISIT B apCeHaJl CPEICTB HCCIACAOBAHMUS YUYECHBIX
MHOIUX cTpaH. MupoBast 6a3a JaHHBIX IO MaTpUY-
HbIM MOJIENISIM TOMYJISUNA PACTEHUM CONEePXKUT
“759 Taxonomic Species, 642 Publications, 8870 Ma-
trix Population Models” (COMPADRE, 2021), xuBoT-
HBIX — “416 Taxonomic Species, 397 Publications, 3366
Matrix Population Models” (COMADRE, 2021), — u

5T 6aspl* peryaspHo oO6HoBasOTCA  (Salguero-
Goémez et al., 2015, 2016). BmecTe ¢ TeM HaJeXXHOCTh
pe3yJbTaTOB BCSKOTO UCCIEA0BAHUS HA OCHOBE Ma-
TeMaTUYEeCKO MOAEIM HaIpsIMYIO 3aBUCUT OT €€
aJeKBaTHOCTU CYILIECTBYIOIIMM JaHHBIM U TEOPETH-
YeCKOMY 3HaHMU10. [{J1s1 MaTpUUHOM MOAEIN MOIYJIsI-
LIM 3TO TIpexkae Bcero agekBaTHbIN [ 2KI 1 Hagex-
Hasl KaJlOpoBKa cooTBeTcTBYIoIeiH rpady IIMII mmo
SMIIMPUYECKUM JaHHBIM.

6.1. Ommu6ounbie I'2KI1 1 HeKOppeKTHbIE€ BIYMCIECHUS

B 00630pe Kennamta u coaBropoB (Kendall et al.,
2019), HazBaHHOM “IlocTOsTHHBIE TPOOJIEMBI IIPU MO~
CTPOCHMU MATPUYHBIX MOJEJICH TTOMYJISILN”, BhIIE-
JIEHO TPH THUIIA OIIMOOK, KOTOPhIE aBTOPHI MOJIEIbHBIX
uccienoBanuii, npeacraBieHHbIXx B COMADRE, no-
myckatot nipu noctpoeHun [2KII u kanubpoBke ero
oyr: (1) oTcyrcTBHE y4eTa CMEPTHOCTH ITOTOMCTBA B
ko2 duIreHTe penpoayKIH, (2) BBEACHUE 3a1ePK-
KM Ha OJMH rof B BO3pacTe MEPBOM pelpOayKIIUN 1
(3) HeKOppeKTHOEe BBIYMCIEHHE CKOPOCTH pPOCTa B
CTaguiiHOI Mopaeau. ABTOpbl 0030pa MpoOBEJIM aHa-
JIU3 TaKUX OLIMOOK B 67 myGaukauusix 1990—2018 rr.
W yCTAaHOBWIM, YTO OIIMOKM IIEPBBIX IBYX THIIOB
MPUCYTCTBYIOT B 34 1 62% ciiydaeB COOTBETCTBEHHO;
IIOYTH BCE OHU ObLIM B MOJEJISIX, TIE MCIIOJIb30BaJICs
I'’K1I B BapmaHTe “TIOCTOPMAMHTOBOM Mepenncu’”’, a
B 57% Moneneii, rjue cTaguy MOIJIM JJIMThCS OoJiee
OIHOT'0 BPEMEHHOTO 1Iara, HEKOPPEKTHO BEIYUCIISIIIA
A, WIIK 9yBCTBUTEIBHOCTh A, K BapUAIIUSIM IEMOTpPa-
duyecKMx MmapamMeTpoB. DTU Pe3yJbTaThl MOKa3bIBa-
10T, YTO HayYHOE pelieH3upOBaHNe pyKonuceii He Bce-
rma oOHapyXMBaeT HeadeKBaTHOCTU B METOHAX.

IMocneactBus o1IMOOK MNpoaHAIU3UMPOBAHBI Ha
npuMmepe Mopeseil Kpbliatok Prerois sp. (Morris
et al., 2011) — "HBa3MOHHBIX BUIOB PBIO — 1 MUCCH-
curckoro ajuturaropa Alligator mississippiensis (Dun-
ham et al., 2014). 1o opurnHaIbHBIM JAaHHBIM CTPO-
WX KOPPEKTHbIE MOAEIN COOTBETCTBYIOIIMX TTOMY-
JISILMA CO CTaIMNHON CTPYKTYPOUMl U CPAaBHUBAIU UX
pe3yJIbTaThl ¢ OPUTHHAJIBHBIMU. OIIMOKYU B KOJIHUYE-
CTBEHHBIX OLIEHKAX A, He IIPUBOIWIN K KaYeCTBEH-
HBIM CMEHAaM PAacCIIOJIOXEHUSI A; OTHOCUTEIBHO 1, T.€.
K CMEHaM TIpOTHO3a BbDKMBAHUS TOIMYJSLUU Ha
MPOTUBOIOJIOXHBIN. Ho paHXupoBaHue mapamer-
POB 10 CTEIIEHU BIUSHUSA Ha A, (4yBCTBUTEIBHOCTD 1

4 JocTtyn K 6a3aM OTKPBIT, Bce Mojien olMppoBaHbl B cpene R
(https://www.r-project.org/foundation/).
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Puc. 7. BkimoyeHue ctaguu mokosierocst cemeHu naMeHsieT npexxunii [2KI (puc. 2a). [IyHKTHUpHAsI CTpeaKa COOTBETCTBYET

romoBoit mponykiuu ceMsiH (Logofet et al., 2020).

9JIACTUYHOCTH A;) OKAa3aJ0Ch KAYECTBEHHO MHBIM, U
IIOTOMY Hay4HbIC€ BBIBOIBI MJIM PEKOMEHIALIMM IIO
yIIpaBJI€HUIO, MOMIEPKUBaeMble UCXOIHBIMU MOJIE-
JIIMH, MOTYT OBITh OIIMOOYHBIMU. [1OTTYyTHBIN BBEIBO
COCTOSIJT B TOM, YTO MOZEIMN C BO3PACTHOM CTPYKTY-
poii (TaMm, Tae BO3pacT IOANAETCS OIpEeNeeHUIO) U
COOTBETCTBYIOIIEH MaTpulleii Jlecau MeHee ySI3BUMBI
K OIIMOKAaM ITOCTPOEHUSI, HEXKEJIM MOACIN CO CTPYK-
Typoii ctaguitHoi u Matpulieit Jegrosuua (Caswell,
2001; JIoroger, Kitoukona, 2002).

6.2. baHk ceMsH Kak “nocrosiHHas npooJjema”
MO/IeJI NOMyJIAIHH PACTEHUI

ITo BeIpaxkenunto Hryena ¢ coaBropamu (Nguyen
etal., 2019, p. 1), 6aHK ITOKOSIIIIMXCS CEMSTH, CITOCO0-
HBIX TIPOPACTH, MPEACTABISIET COOO OAHY U3 “3ara-
IOYHBIX (cryptic) crammii xku3HmM” pacteHus. W 3a-
rajgka He TOJIbKO B TOM, HACKOJIBKO pe3yIbTaThl 1a00-
pPaTOPHBIX 3KCIIEPUMEHTOB MO IIPOPACTAHUIO CEMSH
IIPYMEHNUMBI B I10JIe, HO ¥ KAKOBO KOJIMYECTBO CEMSIH,
CIOCOOHBIX MPOPACTU B KOHKPETHBIX MOJIEBBIX YCJIO-
BUSIX, U KaK 3TO KOJIMYECTBO MEHSIETCSI CO BPEMEHEM.
I[TosTOoMy cTammio ceMeHU OOBIYHO MCKIIIOYAT —
000oCcHOBaHHO MO0 mMIlepaTuBHO (0030p Nguyen
etal., 2019) — U3 MOAEABHOIO XXU3HEHHOrO LIMKJa
MIpeaCTaBUTENCH BUIa C CEMEHHBIM CIIOCOOOM pa3-
MHOXeHMs. B HallluX rpoekTax ¢ aabnuiiCKMMU Ma-
JojsetHuKamu (CKOJbKO JieT..., 2018) obocHOBaHUe
66110 MaTeMaTdeckKuM (Jloroder u np., 2016a, Ipu-
JIOXKeHUEe A) U CBOOWIOCH K TOMY, UTO JaHHBIC TUTIA
“UpeHTU(UIPOBAaHHEIE 0COOM” MO3BOJISIIOT MHpEI-
CTaBUTb IOITOJTHEHHUE MOITYJISILIM IIPOCTO KaK BKJIa-
JIbl COOTBETCTBYIOIIUX T€HEPATUBHBIX T'PYIII pacTe-
HUii (puc. 2) — aHAJIOTUYHO TOMY, KaK 3TO IIPOUCXO-
IUT IIPYA BETeTaTUBHOM pa3MHOXEHUHU (puc. 5).

Ho o611uii Borpoc o MocjieACTBUSIX UCKITIOYSHUS
ceMsH 10 cux nop akryajeH (Nguyen et al., 2019) u
BBI3BIBAET OCCITOKOMCTBO B COOOIIIECTBE MAaTPUIHBIX
“mopenbepoB” (Che-Castaldo et al., 2020). DTo 6ec-
MOKOMCTBO 3aMOTUBUPOBAJIO CKPYITYJIE3HOE pacciie-
JIOBaHUeE MOCJIEACTBUI B JOCTYITHOM YaCTHOM CJTy4ae

JKYPHAJI OBLIEN BUOJIOTUU

A. albana myteM paccMOTpPEHUS BCeX HEONpeaeIeH-
HOCTEH, IIPUCYIIMX CEMEHHOM MOIEJIN, U CPABHEHUSI
pe3yJabTaTOB ABYX aibTepHATUBHBIX Mozeneit (Logo-
fet et al., 2020). C BBeneHueM craguu cemeHu, I 2K m3-
MEHsIETCsI, KaK II0Ka3aHo Ha puc. 7, a BEKTOp x(f) CTpyK-
TYPbI TIOMYJISILIAK PACILIMPSIETCs 10 pa3Mepa 6 X 1:

S

x(t) |’ (33)

»o =

rae S(f) — Hen3BeCTHEBI pa3Mep 0aHKa MOKOSIIIIXCS
ceMsdH (B HEJIBIX YMCJIaX), a OCHOBHOE MOJIEIbHOE
ypaBHEHUE TPUHUMAET BUJT

y(t+1)=L@y(), t=0,1,...,T, (36)
rae L(?) — IIMII paciivupeHHol (cemenroil) Moaenu
nonyisuun A. albana (Logofet et al., 2020, ypaBHe-
Hue (3.1)). Torma HeoIpeneIeHHOCTA CBOISATCS K
TPEM LIEJIOYUCIICHHBIM MapaMeTpam S(7), Sy(7), S,y(7),
rne S,(f) — KOJUYEeCTBO CEeMSIH, MOTEPSHHBIX (110
pa3HBIM IIpUYMHAM) U3 0aHKa J10 IIpOpacTaHUs K MO-
MEHTY Tiepenucu ¢, S,(f) — KOJIMIECTBO CEMSIH, TIPO-
U3BEJAEHHBIX BCEMU T'€HEPaTUBHBIMU PACTEHUSIMU K
MOMEHTY #, a TiepeMeHHasl S(f) BRICTYIIAeT ellie 1 B po-
JIU HeoIlpeaeseHHoro napamerpa. OmHaKo 3TU He-
olpeneieHHbIe HaTypaJbHblEe YKCIa UMEIOT BITOJIHE
onpeneneHHbIe TpaHuibl (Logofet et al., 2020, Table 4),
CBsI3aHHBIEC C g(f) — HabmomaeMoii mepeMeHHON YuC-
JICHHOCTBIO T€HEepaTUBHOM TPYyMIlbl — U MOJyYeHHbIe
JIOTMYECKU U3 KOJIMYECTBEHHBIX MOP(MOIOTUUECKHX U
PeTNpPOAYKTUBHbBIX IPU3HAKOB FeHEPATUBHBIX PACTCHUIA
A. albana (KazaHiieBa, 2016; Logofet et al., 2020, Table 3).
HewusgecTHy10 anpuopu gcxodicecnms CEMSIH MOXXHO Bbl-
YUCIIUTH anioctepropu Kak 100% X pl()/S(7).

LenouncneHHOCTH S-TTapaMeTPOB B COBOKYITHO-
CTH C T€M, UTO BCE CTPYKTYPHI X(f) CYTh LIEJTOUYUCTICH-
HbIe BeKTOpbI 1 Bce [TMIT L(f) Mmogenn 6e3 ceMsTH Ka-
JIMOpoBaHbl B pauMoHaNbHBIX umciax (Jloroder
u ap., 2020, Tabiu. 3), MO3BOJISICT MEPEUTU OT TpadU-
IOHHOTO (hopMalin3Ma MOJIeNIeid B AeiCTBUTEIbHBIX
yuciiax K opMaIu3My Ueao4ucieHHOMY U BBIPa3uTh
Ne 4
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(c yauetom ypaBHeHus (6)) [IMII L(#) cemeHHOI1 MO-
JIeJIA B CIIEAYIONIEeM BUIE:

1= (lFxli +5,)/S{00 00 5,/¢g
ag/S
L) = bg/S
: cg/S T ©(37)
0
L 0 -

t =200, ..., 2018

(Logofet et al., 2020, p. 5). 3aech x = x(¢), g = g(t) —
KOJIMYECTBO T'€HEPATUBHBIX paCTeHU; a, b, ¢ — napa-
METpPHI TUIOTOBUTOCTH W3 KammopopanHoil ITMII
L(r); T= T(f) — maTpuuia 5 X 5, oTBeyaroiiasi 3a OHTO-
reHeTUUYECKUE TTepeXoabl B MOAENN 6e3 CeMsIH U He
3aBucsIas ot S-napametpoB; F= F(f) = L(t) — T(#) n
COIEPXMT TOJBKO MapaMmeTpsl a, b, ¢; ||...|, — Hopma
BEKTOpA IT0 CYMME MOJYJIEi €ero KOMITOHEHT.

Takum obpasom, ypaBHeHHUIO (36) ceMeHHOIT MO-
Jnenu ynoieTBopsieT He onHa [IMII, a nenoe 3-mapa-
MeTpUUecKoe ceMeiicTBo MaTpull (37), U CpaBHUBATh
csoiictBa [IMII L(f) npuxomuTcs ¢ KaxKaoi U3 MaT-
pull cemelictBa{L(?)}. BoimonHuTh 3TO ynaercs OJa-
romapsi HeJOYNCIEHHOCTH U OTpaHUYEHHOCTH S-Ma-
paMeTpoB IIyTeM MAaIlMHHOIO Iiepebopa KomOuHa-
mopHo2o (OTPOMHOIO, HO KOHEYHOIO) YMCJia BCeX
JONYCTUMBIX 3Ha4YeHUH Tpoek S(7), Sy(7), S,(7) mna
Kaxpgoro ¢t = 2009, ..., 2018.

CpaBHeHue pe3ysbTatoB AByX Moneieit (Logofet
et al., 2020, Table 5) moka3ano, 4YTO B KaXXAOM M3
10 cemeiicTB {L ()} cyliecTByeT Tpoiika S-napamMer-
pOB, KOTOpasI TaeT MPAKTUIECKMU TaKOe 3Ke 3HAYCHUE
A, Kak 1 B Mozienu 6e3 cemsiH. U 6osiee TOro, KOHed-
HBIII Ouarna3oH 3HadYeHUIl kl IJISI BCEro ceMeMcTBa
pacmojaraeTcss Ha YHMCJIOBOM OCH IO Ty XK€ CTOPOHY
or 1, uTo u A, B Mozmenu 6e3 ceMstH. IIpoTHBOIIOIOXK-
HOE pacIioJIOXKEeHHE BO3BMOXKHO TOJBKO BHE JIOITYCTHU-
MBIX TPaHUII S-ITapaMeTpOB.

TakuMm 00Opa3oMm, NCTTOIL30BaHNE MOJIEIN Oe3 CTa-
IUU CEMEHM METOAMYECKU KOPPEKTHO ISl TTPOrHO3a
JKM3HECIIOCOOHOCTH LieHonomysiuuu A. albana. U xo-
TS OMIMCAHHOE pacciieIoBaHUE KacajloCh KOHKPETHO-
ro Buma pacreHuit ¢ yactHeiMu I'XKI (puc. 2a, 7),
caM croco® CpaBHEHMsI ajlbTepPHATUBHBIX Mojelieit
nuMeeT ompeneneHHble 4yepThl obOirHocTu (Logofet
et al., 2020, p. 9) 1 MoXeT OBITh pacIlIMPEH Ha TPOYMe
pe3yJibTaTbl MAaTPUUYHOM MOJIEJIU MOIYJISIIUU U MIPU-
MEHEH B MHBIX IPOEKTAaX C TaHHBIMU TUIIA “UAEHTU-
dupoBaHHbBIE OCOOU ™.

7. HOBBIE HAITPABJIEHUA PA3BUTUA
1 ITPUMEHEHUA MATPUYHbBIX MOJIEJIEN

B 3Hak npu3HaHUS BaXXHOI poJIM JAaHHOTO THUIIA
Mojelieil B COBPEMEHHBIX 9KOJIOTMYECKUX UCCIIEI0-
BaHMSIX, MEXXKIyHapoaHBIi xXypHal “Ecological Mod-
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elling” ocymectBui B 2019—2020 rr. myOamKamuio
BUPTYaJIbHOTO CHELBBINMYCKA 10 TEOPUU U TIPAKTUKE
MaTpUUYHBbIX Mopeneil nomyasuuii. O630p mybdnka-
LM 3TOTO BBIMYyCcKa MpeacTtaBieH JlorodetoM u
Canberyepo-I'omecom (Logofet, Salguero-Gdémez,
2021). OTaenbHbIE TYHKThI 3TOT0 0030pa KOMMEHTH -
pPYIOTCSI HUKE.

7.1. Ocaa0ieHne KJIacCHYECKHX MOCTYIATOB
B ieMOrpauaecKux MOJIeIsIX

HMcropuyecku mnepBblii HabOp AONyIIeHUI TO-
SIBUJICSI B MOJIEJISIX IMHAMUKY MOITYJISILIAM C BO3PACT-
HOM CTPYKTYpOI, KOTOpPbIE CBS3bIBAIOT C UMEHEM
Jlecim (Leslie, 1945, 1948), xoTs mo3gHee oOHapy-
XWJINCH 1 OoJiee paHHUE PaOOThHI C TAKUMM MOIEIISI-
mu (Bernardelli, 1941; Lewis, 1942), onyb6iukoBaH-
Hble B MEHee MOCTYMHbIX U3AaHUusIX. Bo3pacmuas
cmpyKmypa BO3HUKAaeT U3 pa30MeHUs oMYA Ha
TPYMIIbI, WU KAaccsl, 0COOEil OMHOro Bo3pacTa, 13-
MepSIEMOro B XPOHOJIOTUYECKUX €IMHUIIAX — TOJax,
HeIeJIsIX, HSX U T.II. — B 3aBUCUMOCTHU OT XapaKTep-
HOT'0 BpEMEHU Pa3BUTUSI OpraHM3Ma, 1 IJIaBHBIH I10-
CTyJIaT COCTOUT B TOM, UTO €IUHUIIBI U3BMEPECHUS Bpe-
MEHU M BO3pacTa COBHANAIOT C BEJIMYMHON BpeMeH-
aoOro mara Ar. CymmecTByeT MaKCMMAaJIbHBIN BO3pacT
B M envHWUII, KOTOPHI 1 ompenesseT pa3MepHOCTb
BekTopa x(¢). Harnpumep, M = 17 nHeit B Monenu pa3-
BUTHUS JIMYMHKYU KoMapa Chironomus riparius B 1a00-
paTopHbIx yciaoBusx (Lopes et al., 2005), a B Moaenu
JIUHAMMUKH 3KCIUTYaTUPYEMOM ITOIYJISIIUY CEBEPHBIX
oneHeil Rangifer tarandus tarandus (Yetenu, 1988)

M= 17 ner’. B TepMHUHAaX BO3PACTHOI CTPYKTYDBI
I'XIIl monosapuanmen: iocienoBaTeIbHbIE TTIEPEXO-
IIBI B CJICIYIONINI BO3PACTHOM KJIaCcC M IyTH PEIIPO-
NYKIIMW, UAYILIME U3 PENpPOAYKTUBHBIX KJIACCOB B
nepBblii. CooTBeTcTBytomast [IMI1 — mampuya Jlec-
AU — UMEET CTpOoeHMe, IToKa3aHHoe B (31): Bce mmo1o-
JKUTEJIbHBIE 2JIEMEHTHl COCPENOTOYEHBI B TEPBOM
CTpOKe U TIepBOil MOoAIuaroHaju; rjiaBHasi IUaro-
HaJIb HyJeBasi, MO0 HEBO3MOXHO COXPaHUTDH IPEK-
HUIA BO3PAaCT C TeUCHUEM BPEMEHU.

XKecTkuii mocTynaT MaKCUMalbHOTO BO3pacTa
ocJiabJisieTcsl B MEpBYIO odepenb IS TIOMYJISILUi B
MPUPOIHBIX MeCTooOUTaHUsIX. HanpuMep, MaTpuu-
Hasi MOJIeJTb AUHAMUKY ITOMYJISIIIUU OeI0IIeYero op-
naHa Haliaeetus pelagicus na CaxanuHe (PomaHOB,
Mactepos, 2008; MactepoB, Pomanos, 2014, I'n. 9;
Romanov, Masterov, 2020) ommchIBaeT XM3HEHHBII
LIMKJI M3 IIeCTU TOAWYHBLIX BO3PACTHBIX KJIACCOB U
cmaduu TI0JIOBO3PEJIbIX 0CO0ei ceMU JIeT U cTapiie
(Romanov, Masterov, 2020, Fig. 2). ITocinenHuii aie-
MEHT TJIaBHOM muaroHaau cooTBeTcTByroleil ITMII
oKasbIBaeTcs mojoxuTeabHbIM (Romanov, Masterov,
2020, Table 3), B pesyibraTe yero Matpuna Jleciu
npeBpaiaercsa B mampuyy Jlegprosuua (Lefkovitch,
1965) mts monyJsiliuy co cmaduiinoii CTpyKTypoii. Ee

3 Yucro cllydyaiiHOe COBIIaZicHUE.
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CTPOEHUE JONYCKAET MOJIOKUTEIbHbIE 3JIEMEHTHI Ha
rJIaBHOI IMAaroHaIu B BUAE Koaghduyuenmos 3adepiic-
Ku — JoJIe TaKuX 0coOeil B CTafuifHOM TpyIIIie, KO-
TOpbIE 3aJepP>KUBAIOTCSI B HEM ellle Ha OOWH LIar I1o
BPEMEHU.

bynyun ymoOHBIM B MpaKTHUKE MOIECIUPOBAHUS,
STOT IPUEM BHOCUT CHUCTEMATHUYECKYlO OIIMOKY B
MOMCIbHBIA (OpMaIn3M: ITOJIOXKUTEIbHBIIT KO3(-
GULIMEHT 3a1epXXKW O3HA4YaeT CYIIeCTBOBAaHUE XOTS
¥ MaJIOi, YOBIBAIOIIECH C KasKIbIM IIIarOM, HO HEHYJIe-
BOI TOJM OcOOeil HeOrpaHWYEHHO PAaCTYyIIEero BO3-
pacta. DTOT IMapagoKc “BeYHOI XKMU3HU HE MeIlaeT
npuMeHeHuto monenu JledkoBruya, nbo “BeyHasr”
YacTh HNOMYJISIIAM CO BPEeMEHEM CTAaHOBUTCSI CKOJIb
YIOJIHO MaJjioii, a BO3HUKAaOIIasl, Kak CJIeICTBUE, CHU-
cTeMaTuyeckasl olrrMbka OoObBIYHO Majla M MoJJaeTcs
KoJImyecTBeHHOI ouieHKe (Jloroger, Yinanosa, 2018,
¢dopmyna (2.28)). M36aBieHbl OT ITapamoKca “BedHOM
KU3HU~ MOIEJU C ABOMHOM CTPYKTYpOIi (CM. pa3aen 5),
KOTIa OMHOM M3 HUX SIBJISIETCS CTPYKTypa BO3pacT-
Hasg. Takme Monmenud CHocoOHBI BOCIIPOU3BOIUTH
JaHHble HAOJIOACHUN ¢ TEOpPEeTUYECKN aOCOIIOTHOM
TOYHOCTBIO.

IMonmuBapnaHTHBIIZ OHTOIe€HE3 BHOCUT IOIIOJIHU-
teapHbIe 1yTH B I K1 11, COOTBETCTBEHHO, DOTTOJTHM-
TeabHble 2yeMeHThl B IIMII. OHu pacrionararorcs
HIDKe TIepBOil ITOAIMaroHajau, eCJIM IyTy II0Ka3bIBa-
IOT npo2peccugHble TIEPEXOIbl, T.€. OT paHHUX CTagui
K 0oJiee MO3MHUM, MUHYSI COCEIHION, KaK, HaIlpu-
Mep, Ha puc. 2a (IIMII (7)), u BbIlle TJIaBHOIT 11aro-
HaJIM, €CJIN IIEPeXod UMEET pempocpeccHulil XapakKTep
(Logofet, 2008, p. 220). Hanipumep, Bo3BpaT B Bere-
TaTUBHYIO CTaAUIO B XW3HEHHOM ILIMKJIE ITOJIMKApPII-
Horo F. caucasicum (puc. 20) COOTBETCTBYET TOMY,
YTO reHepaTUBHOE PacTeHUE MPONyCKaeT ouepeaHO
CE30H pa3MHOXEHUS pagyd HaKOIUIEHUS PEeCypCOB
i1 6ynyieit penponykiuuu (Jlorodet u ap., 2016a).
Ecnu I'K1I mocTpoeH no pasMepHbIM “cTagusiM”, TO
addekty cocamus (shrinkage; Salguero-Gomez,
Casper, 2010) Toxke COOTBETCTBYIOT PETPOIPECCHBIE
Tepexoasbl.

Bropas cTpykrypa B JONMOJHEHUE K BO3PACTHOM
(cM. pazaen 5) — 3TO TOXe CBOero pona “ociabde-
HUe” KJIaCCUYECKMUX OTpaHUYEHMI. A eCJIM IIOCTaB-
JICHHOM 3ajiaue Wiu/M JaHHBIM IBYX CTPYKTYpP MaJjo,
TO MaTPUYHbBIN (OpMaJIU3M IOMYCKAET U TPEThEe OC-
HoBaHUe IS Kinaccugukauuu ocobeit (Roth, Cas-
well, 2016; Coste et al., 2017; Coste, Pavard, 2020).

CucreMa NONYJSIIUOHHBIX YPaBHEHMM “XWUIII-
Huk—xepTtBa” Jlorku—BonbTeppa (Lotka, 1925;
Volterra, 1931) — knaccuyeckuit 00bEKT, C KOTOPOTO
MaTeMaTU4YecKasl 9KOJIOTHsI Hadyajach KaK HaykKa, —
MepexkuBaeT BTOPOe poXIeHUe B (popMainu3Me mMatT-
puuHBIX Moneneii (Caswell, 2001; Pathikonda et al.,
2008). bappakBann wu XwumeHec (Barraquand,
Gimenez, 2019) mpeomosien KJIaCCUYECKYIO I1apa-
JUTMY AOVHAMUKW OJHOBUIOBOM TMOITYJISILIUM, IO-
CTPOMB CTAIUITHO-CTPYKTYPUPOBAHHYIO MOACIb IJISI
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COO00IIIeCTBa XUIMHUK—KEPTBa, B KOTOPOM ITOITYJISI-
LIMU TIpeACTaBIeHbI MOJIOJbIO U B3POCIBIMU OCOOSI-
MM, a XUIITHWUYECTBO CTAIWMHO-CIEIN(UIHO, TaK
YTO TJTIOTHOCTH MOJIOIH JKEPTBHI ITOJIOKUTETHBHO BITH-
sIeT Ha TUIOJOBUTOCTD XUIITHUKOB. OIleHKa TTapaMeT-
POB B3aUMOJEUCTBUS BUIOB B TaKOW CTPYKTYpe IO-
TpeboBajia cCoYeTaHUs TPATUIIMOHHBIX M HOBBIX CIIO-
COOOB MHTErpallMM HAaHHBIX IS jAeMorpaduu
Kaxaoro Buaa. B pesyiabrare aBTOpbI MPUIILIM K CO-
30aHUIO UHMe2pUPOBaHHoU modeau coobulecmea (ICM,
Integrated Community Model) Kak HOBOIrO TUIIa IIOITY-
JIILIMOHHBIX MoOJe/ieil C 3aKOHOMEPHO HeauHelHbMU
YJeHaM1 B3aMMOACHCTBUS BUIOB.

He ucnonns3ys tepmun ICM, HO paccMmatpuBas
CTaAuiiHO-BO3PaCTHBIE CTPYKTYPHI ITONYJISIIINIA B3ar-
MmopelicTByrommx BunoB, H.I'. Yianosa u coaBTOphI
(YnaHoBa u ap., 2008; Jloroget u ap., 2011) pa3pado-
TaJIid HEJIMHENHYIO0 MOJEIb KOHKYPEHIINY 3a O0IIre
pecypchl Mexny 0epe3oii moBucioii (Betula pendula) n
BeiiHUKOM HazeMHbIM (Calamagrostis epigeios) B Tiep-
BBIE TOIIBI MOCJIE CIUIOIIHOW BBIPYOKM €IbHUKA-4ep-
HUYHMKA B OXpaHHOI1 30He LleHTpanbHO-JIECHOTO ro-
cydapcTBeHHOro ouocgepHoro 3amnoBeaHuka (TBep-
cKast 00J1.). Momesb IT03BOJISIET IIOHSTh MEXaHU3MbI 1
OOBSICHUTB ITOCJIENOBATEIbHBIC 3TAITbl (DOPMUPOBa-
HUsl 6epe30BOro OMOreoleHo3a Ha TakKoil TeppuUTO-
pun.

7.2. Pacmiupenue reorpaduu 1 BUI0BOI
TIPHHAJIEKHOCTH 00'bEKTOB

XapakTepHa 5KCITAaHCUSI MAaTPpUYHBIX MOJeJeil B
HOBBIE PKOPETHOHKI IJIAHETHl U Ha HOBBIE TAKCOHO-
mudeckue ypoBHHU. Tak, I[TuHTo ¢ coaBTropamu (Pinto
et al., 2020) BHOCST BaxKHBIN BKJIaJ B HaIlle ITOHAMA-
HUe neMorpaguu HaceKoMbIX. C IIOMOIIBIO MOIEIN
JIUHAMUKH CTaAUINHO-CTPYKTYPUPOBAHHON! ITOMYJIsI-
oy apeBoBuaHOI ropoarku I'pocca Alchisme Grossa
(Hemiptera: Membracidae), oburarolieit B 0011Buii-

CKOM IOHF€6, OHM OITPOBEPIJIN 3BOJIOIIMOHHYIO T'MITIO-

Te3y O TOM, YTO MCIOJIb30BaHNE STUM BHIIOM X031~
Ha Brugmansia suaveolens 1100 CUMMOATPUUYECKOTO
Buaa Solanum ursinum cyTb TUBEPreHTHbIE MPU3HA-
K.

boabmIMHCTBO HAIMX TIPEACTaBICHUNA O IEMO-
rpaduy OHMOJOTMYECKMX MOMYJISIIU OrpaHuYeHO
3eMHBIMHU 9KOCUCTEMaMU U ITIOTOMY Ba>KHBII C TOUKU
3peHUs penpe3eHTaTUBHOCTU YKOPETMOHOB BKJIa1 —
9T0 pabora CaHrocTacu M coaBTOpoB (Santostasi
et al., 2020), roe aBTOpHI IPEACTABUIN OPUTHHATIb-
HBII MAaTPpUYHBIN (pOpMaJIM3M JUISI TOHUMaHUST POJIU
€CTEeCTBEHHOI rmOpuan3anuy (Jaioieil CTepuiIbHOe
MMOTOMCTBO) B COXpaHEHUH BUIOBOTO pa3HOOOpa3usl.
OIuH U3 ABYX NpelCTaBISHHBIX TEMAaTUYECKUX ITPO-
€KTOB OTHOCHUTCSI K MOPCKHMM BHIAaM: aBTOPHI HUCCIIE-
JIOBaJI BEPOSITHOCTD 2eHOMH020 Ucue3HoseHus (Abbott
et al., 2016) aByX BHIOB JIeJb(UHOB — II0JIOCATOIO

6 https://www.worldwildlife.org/ecoregions/nt0105
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nenbuHa Stenella coeruleoalba n nenpduHa-06eI0-
o6ouku Delphinus delphis — B mony3amkayToM Ko-
puHdckoM 3auBe (I'petus) Tpu pa3IuyHbIX ClIeHA-
pUsIX mpucriocobaeHHocTr TuopuaoB (Bearzi et al.,
2016; Antoniou et al., 2019).

7.3. DKO-3BOJIOINOHHAS TMHAMHKA

Hcropuuecku sxosnoeus N 5604104Us paccMaTpu-
BaJIUCh KaK aBTOHOMHbBIE MUCHUILIMHBI, KOTOpPHIE
pa3BUBAIOTCS B CBOUX HUIIIAX, IPUYEM IJIaBHBII ap-
TYMEHT B TIOJIb3y MX paslaelieHUs1 ObLI BPEMEHHBIM:
CUMTAJIOCh, UYTO DBOIOLMS ITPOUCXOIUT Ha TOPa3ao
6oJjiee JMUTENIbHBIX MaclITabaX BpeMeHH, YeM JTUHa-
MUKa Tomyiaauuu. OmHaKO KCCIIeTOBaHUS MOCIeI-
HEro ACCATUIIETUS TTOKA3a/Ili, YTO SBOJIIOLIUS MOXKET
U 4aCcTO AEMCTBUTEIBHO POPMUPYET afaNTALIUIO OCO-
Oeif 1 IMHAMUKY COOOIIIeCTBa HA OTHOCUTEIBHO KO-
POTKHX BpPEMEHHBIX MaciuTadax (Hampumep, IIyTeM
opIicTpoii 3Bomouun) (AHapeeBa, AHapeeB, 2003;
Cesepuos, 2009; Hart et al., 2019, 1 CCbUIKH TaM Ke).
C npyroii CTOpPOHBI, 2KOJOTMYECKHE B3aMMOJIEHi-
CTBUSI MOTYT UMETh IOJITOCPOYHBIE TTOCIENCTBUSI, KO-
TOpBIE ITOMELIAIOT UX B Ty XK€ BPEMEHHYIO LKAy, 4TO
1 KJIaCCUYECKOE 3BOIIOLIMOHHOE MbllieHue (Hend-
ry, 2017; Fryxell et al., 2019). He Bce oueBumHO Iipu
takoM Tiogxonde (Takada, Shefferson, 2018), Ho gemo-
rpacuyeckre MHCTPYMEHTBI TO3BOJISIIOT paccMaTpU-
BaTh 9K0-360AHUUOHHYI0 OUHAMUKY B €IUHOMN CHUCTEME
orcueta (Shefferson, Salguero-Gdémez, 2015; Takada,
Shefferson, 2018; Govaert et al., 2019). B pa6ore CaH-
TocTacu ¢ coaBTopaMu (Santostasi et al., 2020), Hapsi-
Iy ¢ YIOMSIHYTBIM BBIIIIE TIPOEKTOM I10 JIeTb(pUHAM,
MaTpUYHAS MOJEb DKO-3BOJIOLIMOHHON TUHAMUKUI
Honyjasiliiyd CO CTaguiiHoOi cTpyKTypoil (Marescot
et al., 2012) ncroyib3oBaHa 11 U3YYSHUS BEPOSITHBIX
3¢ dexToB rudbpummzanu Mexay BoakoMm (Canis lu-
pus) u cobakoii (C. lupus familiaris) B Tanuu B 3aBU-
CUMOCTH OT ieMorpadpUIecKnX rmapaMeTpoB.

Korpma xiaccudyeckast JIMHEHHOCTh AeMorpaduu
BCTPEUYAETCS C KJIACCUYECKOU HEIMHEUHOCTBIO I10-
MYJISIHAOHHOM TeHETUKU — KaK B MOJEJIV IOMYJISILIAN
My4dHoro xpyiaka 7ribolium castaneum (Vries et al.,
2020) — IIMII craHOBUTCS HEJIMHEHBIM, 3aBUCHU-
MBIM OT IUIOTHOCTH OIIEPAaTOPOM, YIIPABISIOIINM OT-
0OpPOM B IOIYJISIUM Takoro tumna. Ero nnHeapusanys
B TOYKaX paBHOBECHUA HAa€T, KakK 06bl‘{]—10, MaTpuily
SIkobu, KoTopast TIO3BOJISIET IIOJYYUTh YCIIOBUS
YCTOMUYMBOCTHU 3TUX TOYEK K BapHaLlSIM IUIOTHOCTU
MOMYJISILil, B YAaCTHOCTHU, YCJIOBUE YCTOMYMBOCTU
TOMO3UTOTHOTO PaBHOBECHsI, O3HAYAIOIIETO JOMU-
HUPOBaHUE PE3UCTEHTHOCTH K IIECTULIMAAM. DTH pe-
3yJILTATHI IIOJIE3HEI IJIsI TEOPUM OOPHOBI C BPEOUTEISI -
MU 1 OTKPBIBAIOT HOBOC NBMEPCHUEC B UIBYUCHUU DKO-
9BOJIIOLIMOHHOM IMHAMUKU.
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7.4. Pa3BuTHe MaTEMATHYECKOTO anmaparta
MATPHYHBIX MoZeJiei

Hauunas ¢ kimaccuueckux mopereit Jlecau u Jled-
KOBMYA, MpaKTUKa Pa3BUTHS M NMPUMEHEHMS Mart-
PUYHBIX MoOJejeill cTaBWJIa OMNpeacicHHbIe 3agadyu
Tepe MaTeMaTUIeCKOM Teopueil MaTpuIl (CM. 0630-
pol: Keyfitz, 1968; Hansen, 1986; Logofet, 1993; Jlo-
roget, Kinoukona, 2002). Cepbe3Hble MaTeMaTUUECKUE
pe3yIbTaThl ObIIN BEI3BAHBI K SKU3HU MapaIuTMOii CTO-
XaCTUYECKOM cKopocTu pocta (cMm. pasnen 3.2). Kitace
IIMII kak 00BEKTOB MaTeMaTUYECKOTO MCCIeI0Ba-
HUS OBLI paciIupeH 10 Hepas3iloxXuMbix ITMIT obie-
ro Buga L = T+ F, u IpopbIBOM Ha 3TOM ITyTH cTajia
pab6ora Kymunra u Muana (Cushing, Yicang, 1994),
rae ObljIa IMoJlydeHa KoMIaKTHas (hopMysia ITs TIoKa-
3atens Ry(L) — uucmoii ckopocmu penpodykyuu (net
reproductive rate):

Ry(L) =plFI —T)"] (38)
(p[...] — criekTpanbHbIii pagunyc’ MaTpuisl [...]). do-
Ka3aHo W uHduxamopoe ceoiicmso dbyHkuuu Ry(L),
T.€. PACIIOJIOXEHNE €€ 3HAUYCHMI 110 Ty XK€ CTOPOHY OT
1, ytro n y A,(L) (Cushing, Yicang, 1994). B uzyyenuu
CBOMCTB Ry(L) MpUHSIN y4yacTUE U3BECTHBIE CIIELIU-
aymctel 110 Teopuu MaTtpull (Li, Schneider, 2002), a
WHAWKATOPHOE CBOMCTBO (yHKUUU Ry(L) ObUIO
0000IIeHO B TIOHSTUM UHOUKAMOPA NOMEHYUAAbHO
pocma (Jloroer, benona, 2007), T.e. TaKOI YHUCIO-
Boit pyHkuum R(L) ot IIMII L, xotopast obimamaeT

unduxamopuwvim ceoticmeom (Jlorodper, 2012, onpene-
nexue (28)):

N

<
R(L)

|
—_

1 & ML) (39)

(CMMBOJI < 4MTaeTCs “ec/i U TOJIBKO ecnun’”). TaMm xe
OBLI IIpeaJIoXeH 0oJiee MPOCTOM UHANKATOP

R(L)=1—det(I — L), (40)

a ero MHOMKATOPHOE CBOMCTBO ObLIO JoKa3aHo (Pro-
tasov, Logofet, 2014) nnsa xknacca IMIT L =T+ Fy
KOTOPBIX paHT MaTpULlbI TJIonoBUTOCTU FpaseH 1, —
B YaCTHOCTH, KoTna y FecTb TOJIbKO OOMH HEHYJIEBOM
cronbelr M ogHa ctpoka. B tepmmaax XKL sTo
O3HayaeT €IVMHCTBEHHYIO PENPOAYKTHMBHYIO TPYIIITY
(cTonbel) Miu eAUHCTBEHHYIO CTaaulo, TAe IMPOMC-
XOIUT NOMNOJHEHNE ITOITYISILnM (CTpoKa). Beraucie-
Hue 1o dopmyne (40) ropasmo mpoiue, yem (38), a
UHAUKATOpHOE cBOUCTBO (39) mis R,(L) okaszaioch
CJIEICTBHEM M3 TeOpUU I-pareoewix koppexkuuil (rank-
1 corrections; Protasov, Logofet, 2014) HeoTpuLaTeib-
HBIX MaTPUI] — COBPEMEHHOIO pacIInPeHUST KJIaCCU-
yeckoii reopun Ileppona—PpobeHuyca.

Bwmecte ¢ Tem psin 3amad ocTaloTCs HepellleHHBIMU 1
TpeOYIOT TaJbHEUIINX MaTeMaTUYEeCKMX YCUIINI — B
YaCTHOCTU, JajibHeMIee paciuupeHue kiacca [ITMIT ¢

Cwm Horn, Johnson, 1990; Jloroder, Ynanosa, 2018, §7.
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uHaukatopoM R (L) (PazxeBaiikuH, TBIPTHIIIUKOB,
2020), pa3zpaboTKa TEOPUU CTPYKTYPHO-MYIBTUIIINKA-
THMBHOT'O OCpeIHEHMsI HeoTpHulaTeabHbIX MaTpull (Lo-
gofet, 2018). OTtHOCHTENIHLHO MOMIEE C MBOIHOI U
TPOMHOM CTPYKTypaMU MOITYJISILIMIA — MOJIEJIEH C eunep-
cocmosnusmu (hyperstate) mo tepmuHonoruu Pora u
Kacysmna (Roth, Caswell, 2016) — oTMEeTUM, 4TO “MO-
JIeJIN TUTIEPCOCTOSTHUI MOTYT TaKKe pacCMaTpUBaTh-
CsI B KOHTEKCTE MeH30pHOU MaTeMaTUKU, KOTopas
MpegHa3HaYeHa JJIsT paboTHl ¢ TIPOCTPAHCTBAMU HE-
CKOJIbKUX u3MepeHMuil. OmHaKo KOHIIECNTYaJbHYIO
OCHOBY U aHAJIUTUYECKME METOABI IIPUMEHEHMS TCH-
30PHBIX METOAOB K MOJEJISIM ITOMYJISILINIA ellle TIpeI-
cTout paspadorats” (ibidem, p. 1448).

SAKIIIOYEHHME

Hacrosmuii 0630p ybOexmaeT, 4TO MaTpUUHBIC
MOJIEJIM CITOCOOHBI JaTh aJieKBaTHBI OTBET Ha JIIO-
OBl BBI3OBHI MOIYJISILMOHHO TEOPUM U MPAKTUKU,
KOTOpbI€ OIMPAIOTCS HaA JOCTOBEPHbIE 3HaAHUS
CTPYKTYPHI MOIYJISILUU 110 OOHOMY WU 00Jiee OCHO-
BaHUSIM KJIacCU(UKALIMM OCOOE M COOTBETCTBYIO-
1IETO XXM3HEHHOIO LIUKJIa OPraHM3MOB M3y4aeMOTO
BUdA, a MapagurMa MaTpU4YHO MOIEIM pacluupsieT
chepbl IpUMEHEHUST 3a TPpaHUIBI OJHOBUIOBOM U
JIMHEMHON TWHAMWKY oMY, B 00J1aCTH HEJIN-
HeWHOW ITMHAMUKU MEXBUIOBbIX OTHOLIEHUN U 3BO-
JIIOLIMOHHBIX IIPOLIECCOB.

IIpencraBiaeHHasT UCTOPUSI Pa3BUTHUS METOIVKU
OLIEHKM MEpPHI aJarTali KJIOHAIBHOIO BUIA MO KO-
POTKOMY pSITy HaOMIOAEHUI OTpakaeT M3BECTHYIO
IVAJIEKTUKY OTHOIIEHUI »MIMpUKa—Momelnb. Ha
paHHEeM 3Talle JaHHBIX HaOJIOAeHUI Ha TTOCTOSHHBIX
MPOOHBIX MJIOIIAAKaX, KOTOPbIe MOOYAUIN K CO31a-
HUIO MAaTPUYHOM MOIEJIN IOIYJISIIUU CO CTaauAHO-
Bo3pacTHOI cTpyKTypoii (Jloroger, 2002; YnaHosa
u ap., 2002, 2008), 66110 HEZOCTATOUHO AJIST HAIEX-
HOM KanuOpoBKM Moaeln (“penpomyKTUBHASI He-
ONpeNeJIECHHOCTh ), 1 HEOOCTaTOK B MAHHBIX IIPU-
IIUIOCh 3aMellaTh SKCTPeMajbHBIM IMPUHIIMIIOM,
IIPUHUMASI TUTIOTE3Y Makcumanvhoil adanmayuu (Lo-
gofet, 2008; Jlorodet, 2010). MaremaTudeckasi Kop-
PEKTHOCTb TaKOM KaJuOPOBKM ObLla yCTaHOBJIEHA
yepe3 I0Ka3aTeIbCTBO TEOpEeMbl CYIIECTBOBAaHUS U
€IMHCTBEHHOCTH PEIICHNS COOTBETCTBYIOIIE HEIM -
HEMHON 3a1a4yM OTPaHUYEHHON MAKCUMM3aLUU IJISI
IIMPOKOIro KJlacca MpOeKLMOHHBIX Matpul (Jloro-
der, 2012; Logofet, 2013b, c), a aKkcriepuMeHTaIbHAas
MpoBepKa TUIOTE3bl C(OKycHpoBaja UHTEpPEC UC-
cliemoBaTesicii Ha KapTUHE POAUTEIbCKO-TOYESPHUX
cBszeit “mon 3emuteii” (Ha zemne..., 2015). Tak maTe-
MaThuyeckasi MoJieJib 3aMOTUBUPOBAia U3BMEHEHUE U
pa3BUTHE TIOJIEBBIX METONOB U IT03BOJIMJIA IIOTYYUTh
OMHO3HAYHYI0 U OOBEKTUBHYIO OILIEHKY MEpPHI IIpH1-
COCcO0JeHHOCTH LIEHOTOMYJISILIMN.

Pa3zBuTHe Teopun MaTpUUYHBIX MOJEJIE Mmomy-
JISIIUN ¢ OUMCKPETHOM CTPYKTYPOH M IPaKTUKA MX
MIPUMEHEHUSI OIMPAIOTCS HA PE3YJAbTATHl TEOPUU
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HEOTpMLUATCJIIbHBIX MAaTPpUILl U MOTUBUPYIOT HOBBIC
MaTeMaTHM4YE€CKMUEC 3ada4n.

AsTtopsl onaromapael M.C. PomaHOBY, geTajgbHO
mpopaboTaBIIeMy TEKCT PYKOIUCU U CACIaBIIEMY
LIEHHbIEe 3aMedaHus. PaGoTa BEITIOIHEHA NpU (PUHAH-
coBoii nopmepxkke PODPU, rpant Ne 20-14-50311.
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From population monitoring to a mathematical model:
The new paradigm of population research
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The new paradigm of population research means formulating traditional and innovative topics of population
theory in terms of a matrix model for the dynamics of the population under study with a discrete (age, stage,
or other kind) structure, studying the relevant properties of this model, interpreting them in biological terms
and obtaining objective quantitative characteristics. Available knowledge of the species biology and the mode
of population monitoring predetermine the life cycle graph of organisms, which, in turn, generates (in accor-
dance with a standard rule of matrix theory) the pattern of the population projection matrix (PMP), the core
of the matrix model, thus predestinating its further properties. The calibration of the PMP according to em-
pirical data gives quantitative definiteness to its elements, the population vital rates, whereby the needed
properties and quantitative indicators of the population can be obtained by the appropriate methods of matrix
algebra. The survey gives an overview of a wide range of problems studied within the framework of the new
paradigm, and of the broad abilities the matrix population models possess to solve those problems. The task
and methodological difficulties of assessing the population viability based on long-term monitoring data are
considered in most detail. Noted are some current directions in the development and application of the math-
ematical apparatus of matrix population models.
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