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BeedeHue

Axmyanvnocmo _npobnemvi. OCHOBHasi mpoOiiemMa, BOKpPYr KOTOpod  (opmupyercs

JUHAMUYECKasi TEOpUs TMOIMYJSIIUN, CTOsIIAas Ha CThIKE MONYISAUUOHHOM »sKojoruu (Deaopos,
['miemanoB, 1980) u monynsuuonHoit Ouoduszuku (baseikuH, 1985; Boabkenmreiin, 1988;
PomanoBckuit u np., 2004; Yepnackuii, 2004), — 5TO omMcaHuEe XapakTepa U OOBICHCHHE
MEXaHU3MOB (DIIIOKTYUPYIOMIETO (KBA3HIEPUOINISCKOTO U XAOTUYECKOT0) MOBEICHUS YHCICHHOCTU
nonyisiuuid. MccnenoBanue JaHHOTO BOIIPOCA, OYEBUIHO, HEOOXOIMMO JUIsSl PEIICHUs TaKOW Ba)KHOU
MPUKIATHON 3ajaul Kak pa3paboTKa ONTUMAIbHON CTpaTeruu SKCIUIyaTallud IMPOMBICIOBBIX BHJIOB
(omTumu3zanus mporecca «cbopa ypoxas»). Ilo cmbicmy paccmaTpuBaeMbIX 3ajad sICHO, 4TO B
TEOPETHUUYECKOM MOMYJSIMOHHON SKOJOTUU TPOBOSTCS HCCIECIOBAHUSA AUHAMUKH JTUMUTHPOBAHHBIX
MONYJISLNUMA, Pa3BUBAIOIIMXCA B YCIOBUAX OTPAHUYECHHOCTH PECYPCOB >KU3HENEATEIHbHOCTH, T.C. B
YCIOBUSAX IJIOTHOCTHOTO JIMMUTHUPOBAaHUA. [10CKOIBKY >KM3HEHHBIE ITUKIBI MHOTMX OMOJIOTHYECKUX
BUJIOB HUMEIOT SPKO BBIPAKEHHYIO BPEMEHHYIO MEPHOJUYHOCTH C YETKO OYEpUEHHBIM (BechMa
HEOOJIBIIIUM) CE30HOM PA3MHOXKEHHs, BO BpeMs KOTOPOrO KaKJaas JIOKajbHas TMOMYJISIUS
IpeJcTaBiIsieT co00l COBOKYNHOCTh JUCKPETHBIX HEMEPECEKarolMXCs BO3PACTHBIX KJIACCOB,
aJIeKBaTHbIC PE3yNbTAThl JAaeT MOACTUPOBAHUE JUHAMHUKHU TaKUX MOMYIISIHUI C OMOIIBIO MOJENEH C
JTUCKPETHBIM BpeMEHEM. B yacTHOCTH, Ha mpuMepe MPOCTEUIIUX MOJeNel NUHAMUKH TMOMYISIul ¢

HenepekpbiBaronmucs nokonenusmu  ( N(n+1)= f(N(n),r,K) , rme N(n) uucneHHocth n-ro

MOKOJIEHUS, I - PEeNpPOAyKTUBHBIA MOTEHIMAN, K - €MKOCTh SKOJOIMYECKOM HUIIM) MOKa3aHO, YTO
UMEHHO IUIOTHOCTHO-3aBUCUMBIE (aKTOPbl OTBETCTBEHHBl 3a BO3HUKHOBEHHE XaOTHYECKHX U
[UKIUYECKUX PEeKUMOB AuMHAMHUKHN unciaeHHocTH (Lllamupo, 1972; May, 1975), nabmogaemMbix U B
€CTECTBEHHBIX MOMYJISAIHIX.

C 30-x ronoB XX-ro Beka OypHO pa3BHBaJIach Apyras BETBb JUHAMHYECKON MOMYJISALHOHHON
TEOpUU — MaTeMaTH4ecKas IMOMYJISIMOHHAs I'€HETHKA, B paMKaX KOTOPOM CTPOMIIM M HCCIENOBAJIN
MOJIENIM 3BOJIOIMOHHOIO MpeoOpazoBaHMs IeHeTHdeckoil crpykTypsl nomyssuuu (Haldane, 1924;
Fischer, 1930; Patnep, 1973; Crow, Kimura, 1970): @;(n+1)=Q(q;j(n),wj), rme 0i(n) — BekTop,
KOMITOHEHTaMH KOTOPOTO SIBJISFOTCS MOMYJISIIIMOHHBIC YaCTOTHI 1j-T0 TEHOTHUIA B N-OM MOKOJICHHH TI0
KaXJOMY HU3  pacCMaTpUBaeMbIX JIOKyCOB, a Wjj — MaTpHulla IPUCIOCOOIEHHOCTH JaHHOMN
TeHOTUNUYECKON Tpymnmnbl. OCOOEHHOCTH IWHAMUKHM YHUCIEHHOCTH TNPH 3TOM, Kak MpaBHUJIO, HE
AHAIM3UPOBAIHUCH. YHCIEHHOCTh CuUMTanach JUOO «I0CTaTOYHO» ((haKTHMUECKH HEOTrpaHUYEHHO)
00JIBIII0H (B IETEPMUHUPOBAHHBIX MOJICIISAX ) TMO0 HEU3MEHHOM (MOJIeTTH, UCTIOJIb3yeMbIe JIJIsl aHaTu3a
MOCJIEICTBUM FeHETHUECKOro apenda).

HeoO6xomuMocTe  OObEAMHEHHUS  MOMYJISIMOHHO-’KOJIOTHYECKOTO W MOIYJISLHUOHHO-
TeHETUYECKOTO MOJXO0A0B AUKTYETCS MPUPOJIOi HccienyeMoro o0beKTa, Mpeanoaramieil TeCHy0

B3aUMOCBA3b OBOJIOHMUOHHBIX W 3KOJOTHYCCKUX IIPOLECCOB, IMMPOTCKAIOIIUX BHYTPU OHHOﬁ
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nonyasuuu. B dacTHOoCcTH, TakMe — TPaJMIMOHHO-KOJOTMYECKHE  XAPAaKTEPUCTHKH,  Kak
PENPOAYKTUBHBIA TOTEHLMA, €MKOCTh SKOJOTMYECKON HHIIM ONPEACISIIOTCS Ha T'eHETUYECKOM
YpOBHE, T.€. Ka)Aas I€HOTUIIMYECKAas IpyIIa B OOIIEM CiIydae XapaKTepU3yeTcsi COOCTBEHHBIMU
MaTpULAMHM PENpONYKTUBHOIO MOTEHIMana [j U pecypcHoro mapamerpa Kj; u yxe »31n
XapakTEepUCTHKH, BMECTe C  IOMYISALMOHHOM  YHCIEHHOCTBIO,  ONPENENAIOT  MaTpully
IPHUCIIOCOONEHHOCTH JAaHHOM reHoTunmueckod rpymmel Wi = Wij(Fj, Kij, N). Monemuposanue
COBOKYITHOCTH 3THUX (PAKTOPOB BO3MOXKHO JIMIIIb B paMKaxX OOIIeH IKOJIOT0-TeHETHUECKOW MOJIEIH:

N(n+1) = F(N(n), wi(rij, Kij, N(n), 6ij(n)))

gij(n+1)=Q(aij(n), wij(rij, Kij, N(n))).

[TpennoxeHHass MoJienb MO3BOJISET TaKXKE paccMaTpUBaTh MOMYJSALHUUA C BO3PACTHOH CTPYKTYpOH
MOCPEJICTBOM TIepexoAa OT CKasipHOW BennmurHbl N K BEKTOPHOM, KOMIIOHEHTHI KOTOPOW SIBIISIFOTCS
YHUCICHHOCTSAMU OTAEIbHBIX BO3PACTHBIX IPYIIIL.

B pesynbTare HOMBITOK Takoro 0oObBEAEHUS NOSBUIOCH TPU THIA 3a]ad, KOTOPbIE MOXKHO
pemarh B paMKax HOBOM 3KOJIOTO-T€HETHYECKON Teopuu. Bo-nepBhIX, 37€Ch MOIYyUUIIO €CTECTBEHHOE
pa3BUTHE HCCIEIOBaHHUE JICHCTBHS SBOJIONMOHHBIX (PAKTOPOB, B MEPBYIO OYepedb, €CTECTBEHHOTO
oTOOpa, Ha H3MEHEHHE TI'e€HETUYECKOH CTPYKTYpbl, a COOTBETCTBEHHO M HM3MEHEHHUH XapakTepa
JUHAMUKY MOMYJSALUN, pa3BUBAIOIIUXCS B YCIOBHUSIX OIPaHUYEHHOCTH 3KOJIOTHYECKUX pecypcoB (T.e.
HaXOJSAIIMXCS MMOJ JIEHCTBHUEM JMMHUTHPYIOMIUX (DaKTOpPOB OKpykarwolled cpensl) (Hamp., Hanski,
1999). UntepecHble uyacTHbIe pe3ynbTaThl Obuin monydeHsl PaiirapneHom (Rougharden, 1971) u
Yapnzyopcom (Charlesworth, 1971). MoutHoe pa3BuTHe 3TUX U Apyrux pesynbraToB (MacArthur and
Wilson, 1967) Obu10 monydeHo BO MHOTHUX paboTax M cOpMyIHpoBaHO B BHJE KoHuenuuu K u r-
otbopa (Pianka, 1978).

Bo-BTOpBIX, B pamMKax 3BOJIOIMOHHO-3KOJOTMYECKMX MOJENeld oOKa3aicsi BO3MOXKEH
NOJAPOOHBIM aHATU3 3BOIOIMOHHO-TEHETUYECKUX IOCIEACTBUN mpombicia. ['ocmojacTByromas B
TEOPUM ONTHMAJbHOM SKCITyaTallud KOHIENIUS MAaKCHUMAaJbHOTO YpPAaBHOBELIEHHOTO H3bATUS
(Ckameukast u np., 1979; AbaxkymoB, 1993; Srinivasu, Ismail, 2001; Braumann, 2002; u np.)
npeJoiaraeT Mnojjiep>kaHue YUCIEHHOCTH MPOMBICIIOBOM MOMYJSALMN HAa YPOBHE, 00ECeunBaroIeM
MaKCHUMaJbHOE BOCIPOM3BOJACTBO. TakuMm 00Opa3oMm, MOMYISIUH, TOJBEPKEHHbIE MPOMBICIY,
OKa3bIBAIOTCS B JPYTUX SKOJIOTUYECKUX YCIOBHUSAX, YEM HEIKCIUTyaTUPyeMble MOMYJISINU, UMEIOINe
YHUCIIEHHOCTb, ONpeeIsieMylo OalaHcaMU €CTECTBEHHBIX IMPOLECCOB. B pe3ynbraTe B MPOMBICIOBBIX
MOMYJSIIUSIX MOTYT M3MEHSThCS YCJIOBHS OTOOpa, a COOTBETCTBEHHO M IMPUCHOCOOIIEHHOCTU
TEeHOTHINYECKHUX TPYII 0COOEH.

K 3amaue onTHMu3aluM MPOMBICIA C LIEIbI0 COXPAHEHUS CYIIECTBYIOIIETO OMOJIOTHYECKOTrO
pa3sHoOOpa3usl MJIOTHO MPUMBIKAET 3a/a4a OOHApPYKEHHs MaJO4MCICHHBIX BUI0B, HYKAAIOLUXCSA B

coxpaneHnd. HeoOXoAMMOCTb A3TOW NEATETLHOCTH CBs3aHA C OTMEYAaeMbIM B OOJIBIIIONW CEpHH



COBPEMEHHBIX HCCIICOBAaHUI TOYTH KaTacTPOPHUECKUM CHIDKEHHEM 3()()EeKTHBHOW YMCICHHOCTH
HOMYJSIUA U MOTepel TeHETUYECKOTO Pa3HOoO0Opasus B pe3yibTaTe aHTPOIIOTEHHOT'O BO3ICHCTBUS.
[Ipuyem 5TM HeratuBHBIC Ui OWOJNOTMYECKUX BHUAOB TEHACHUIUH HAONIONAIOTCS HE TOJBKO B
NPOMBIIUISIEMBIX MOMYJSIUAX (HAPUMeEp, H3MEHEHNE TEHETHYECKON CTPYKTYPBI IOPOI000pa3yIOIINX
JIEPEBLEB MPU BOCCTAHOBJICHUU JiecoB mocie BeipyOku (Norton, 1996; Lee et al., 2002; Finkeldey,
Ziehe, 2004), mpombicnoBsix BuaoB pei0 (Hindar et al., 2004)), HO 1 B momynsimusix, KOTOpbIE IBHO HE
OKCIUTYaTUPYIOTCS, a WCHBITHIBAIOT Ha cebe BIMSHUE AHTPOIOTEHHOI'O BO3JCHCTBUS 3a CUET
dbparmeHTanu U cokpaimieHus cpeasl obutanus (Curtis, Taylor, 2004). PaGota mo BBISBICHHUIO
MaJIOYUCIICHHBIX BUIOB 3aTPYAHIETCS HEAOCTATOYHBIM KOJUYECTBOM JIOCTYITHBIX HA TAHHBIH MOMEHT
KOCBEHHBIX METOJIOB orpesesieHus (P (HEeKTUBHON YUCICHHOCTH MOMYJISIIAN, KIIFOYEBOTO IMapaMeTpa B
COXpaHEHHH BHUJIOB, HAXOJSIIMXCS MO/ YTPO30i HCUE3HOBEHUS. TpeTuil Tl 3a1a4, pelIeHue KOTOPBIX
BO3MOXKHO B PaMKax 3KOJIOTO-TeHETHYECKOTO MOJIX0a, 3TO PEUICHUE CBOETr0 Pojaa OOpaTHBIX 3ajad —
OIPENICIICHUE DKOJOTHYECKUX XapaKTEPUCTUK TMOMYJSAIUH 10 JaHHBIM 00 WX TIeHETHYECKON
CTPYKTYDE.

Lenv u 3adauu_uccnedoganus. llenpro auccepTaliOHHONW pPAa0OTHI SIBJISETCS KOMILIEKCHOE

HCCJICIOBAHUE SBOJIIOIUH CTPYKTYPHUPOBAHHOW MOMYJISIMH, PAa3BUBAIOIICHCA KaK B E€CTECTBEHHBIX
YCIIOBUSIX, TaK M B YCIIOBUSX AHTPONOIE€HHOTO BO3JeHCTBUA. JloCTHXKEHHME LIeTH MpeaycMaTpUBacT
pelIeHNe CIEeYIOMNX 3aa4:

1. W3ydenwe HBOJIONUU  OJHOPOAHOW  TOMYJISIIIUM, Pa3BUBAIOIIEHCS B YCIOBHSIX
OTPAaHMYEHHOCTH KU3HEHHBIX pecypcoB. [locTpoeHue, aHANIUTUYECKOEe U YHUCIEHHOE HCCIEA0BAHUE
MoJiesield MEHAEJIEBCKOM U~ U MOJUAIEIbHON OAHOJIOKYCHOM NOMYJISIUU C TIIOTHOCTHO 3aBUCUMBIM
JTUMUTHPOBAHUEM POCTA YUCICHHOCTH.

2. PazpaboTtka u wmccienoBaHue OOOOMICHHSI MOJCIM OJHOPOJHON TOMYNSAIUMA Ha Clydan
HENPEPBIBHOTO KOHTHHYAJIBHOTO pPa3HOOOpaszusi ajiened (MHTerpaslibHBIX Mojesei) Kak He
YUHUTHIBAIOIIMX TUIOTHOCTHOE JIMMUTHPOBAHUWE, TAaK W YYHUTHIBAIOIIMX e€ro. M3yueHue BIMSHUSA
MYTalMOHHOTO Tpoliecca Ha MOJIY4YeHHbIE CTAllMOHApHBIE pacIpelieleHus] B MHTErpajibHOM Mozenu
0€e3 TUIOTHOCTHOTO TUMUTHPOBAHHUSI.

3. H3yuenue 3BOIIONUU TOMYISALUUA C JABYMS BO3pacTHBIMHU Kjaccamu. Pa3paboTka mopeneit
€CTECTBEHHOTO O0TOOpa B CTPYKTYpUPOBAHHON MOMYMNSIUU; aAHAIUTHYECKOE W  YHCICHHOE
HCCJIEIOBAHHE MTPEITIOKEHHBIX MOJIENIEH.

4. VccnepoBaHue pOJM NPOAOKUTEIBHOTO OHTOreHe3a B (OPMHUPOBAHUM YCTOWYMBBIX
PEKUMOB TUHAMHUKU. Pa3paboTku 0O0OOIIEHHOW MOJenu MOMyJsSIUUd CO CII0KHON BO3pacTHOM
CTPYKTYpOMH U HCCeIOBaHUE pa3HOOOpa3us JUHAMHUKH €€ YUCIEHHOCTH.

5. H3ydyeHue »HBONIOIMOHHBIX TMOCICACTBUH ONTHUMAJIBHOTO TIpoMbIcia. Pa3zpaboTka wu

HCCICIOBAaHUC MOI[GJ'IGIZ JUHAMHUKHU YU CIICHHOCTH U TCHETHYCCKOT'O COCTaBa MOITyJIdInuu, HaXOHﬂmeﬁCH



Mo/l BO3ACHCTBHEM ONTUMAIBHOIO TMpOMbICTA. BbIsSBIEHHE yCIOBHIl MOTepu JMOO COXpaHEHUs
a/IalITUBHOT'O TEHETHYECKOTO Pa3HOOOPa3Hs CBA3aHHBIX, C AHTPOIIOTCHHBIM BO3/ICHCTBUEM.

6. OnTuMM3aLUs MPOMBICTA B MOMYJISILUU C BO3PACTHOM CTPYKTYpO; 0OOCHOBAHUE CTPAaTETUH
U3BATUS M OLEHKa BO3MOXXHOCTH COXpPAaHEHHUS aJalTUBHOTO pa3HOooOpa3usi JKCIUTyaTHpyeMOu
MOMYJISILIUH.

7. Pa3paboTka KOCBEHHBIX METOJOB OIPEAEICHUS MAJIOYUCICHHBIX BUJOB, HYXJIAIOLIUXCS B
coxpaneHnu. lccnenoBanue BBIOOPOYHBIX CBOMCTB M OOOCHOBaHHE TNPUMEHUMOCTH METOJA
onpezaeneHuss 3pGEKTUBHON YUCICHHOCTH MPOU3BOJIUTENICH MO M30BITKY I€TEpPO3UroT B MOMYJSALUU
notoMcTBa. Peanuzanus qaHHOro MeToia B mporpamMmme Jiisl mojib30BaTeleH.

Memoowl _uccredosanus. MatemaTuyeckue MOJAETU JUHAMHUKU OJHOPOJHBIX MOMYJSIUM C

KOHEYHBIM YHCJIOM aJUlelied IOCTPOEHBl Ha OCHOBE ammapara peKyppeHTHBIX ypaBHEHUH;
IPE/ICTABISIOT COOOM E€CTECTBEHHOE PACIIMpEHHE KIACCHYECKOM Monenu Pukkepa Ui MOMyISuiA,
HaXOJIIEHCs MOJ JCWCTBUEM €CTECTBEHHOr0 OTOOpAa, WIIM PAaCHIMPEHUEM MOJIENEH OJJHOJIOKYCHOTO
oT0opa Ha ciTy4dail 9KOJOTHYECKH JTMMUATHPOBAHHBIX MOIYJISAIUN C SKCIIOHEHIIMAIBHON 3aBUCUMOCTBIO
NPUCIOCOOJICHHOCTH OT YHCIEHHOCTH. MaTeMaTH4ecKue MOJAETH JWHAMHKH MEHEJICBCKUX
HNONyJAIUil ¢ OECKOHEYHBIM YHCIIOM ajlleNiedl B OJHOM aJalTHBHOM JIOKYCE TNPEICTABISIIOT COOOM
JMCKPETHO-HETIPEPhIBHBIE MoOJenu. B  XoJe aHanW3a NPUMEHSUIHNCh KJIACCHYECKHE METOJIbI
uccienoanus ycroiunoctu cucreM (Illanupo, JIynmnos, 1983), MeTo1bl MaTeMaTHUECKOTO aHAIU3A.
[Tpu pa3paboTke KOMIBIOTEPHBIX MPOTPAMM YHCICHHOTO MOJECIUPOBAHMS JUHAMHUKH WHTETPAIBHBIX
MoJieNiell  MCIOJIb30BAIMCh  KJIIACCMUECKHE METOJbl YHCIEHHOTO WHTErpupoBaHus. JluHamuka
HOMYJSILUN ¢ BO3PACTHOW CTPYKTYpOH MoJenupoBasack Ha ocHoBe noaxoxaa Jlecou u Jlegxouua
(CBupexes, Jloroger, 1978; Jloroger, 2002). [na pemeHus 3anad ONTUMHU3ALMU IPOMBICIA
NPUMEHSUTUCh aHAJTUTUYECKHE METOABI TEOPUU PEIICHUs 3a7ad O0e3yCIIOBHOW ONTHUMH3AINU, & TAaKKe
BBIYUCIUTENbHBIA AKCIEpUMEHT. /[l uccrienoBaHus BBIOOPOYHBIX CBOMCTB METOJa OLEHKHU
3¢ heKTHBHON YHCIEHHOCTH HUCTIOIb30BAKCH OCHOBBI TeOpUH reHetndeckoro apeiida (Crow, Kimura,
1971; Falconer, 1989), kiraccuueckne OCHOBBI TCOPHH BEPOSITHOCTH U MAaTeMaTHUECKOW CTAaTHCTUKH, a
TaKXe UMUTAIIMOHHOE MOJICIIMPOBaHUE.

Hayunas nosu3sHa.

1. BrinonHeHo aetanbHOE UCCIEA0BaHUE SBOIIOLUNA OJHOPOIHON MOMYJISINU, PA3BUBAIOIICHCS B
yCJ'IOBI/IHX OFpaHI/I‘—IeHHOCTI/I JKN3HCHHBIX peCprOB o1 )ICfICTBHGM SKCIIOHCHIIUAJIBbHOT'O ITINJIOTHOCTHO-
3aBUCUMOTO OTOOpa. AHAIUTUYECKH M YHCICHHO HCCIEIOBAHO ECTECTBEHHOE O000O0IIEHNEe STOM
MOJIeTIM Ha MOJHAIIeNbHBIN ciydail. B monmHoM o0bemMe mogo0HbIe HCCeI0BaHus ObLTU TIPOBEICHBI
paHee TONBKO [UIsi METANoOMyJslUKd C HENoJOBBIM pa3MHOkeHueM (EBmoxumon, 1999); a mns
TUTIJIONTHON TUAJUICNTbHON TOMYJISAIMK € SKCHOHCHIIMAIBHBIM JIMMUTHPOBAHUEM PSII  YaCTHBIX

pe3ynbpTaToB ObLT TOTydeH M.A. Acmyccenom (Asmussen, 1979). IonuannenpHBIA JIOKYC ONMUCaH



KO.M. Cupexensim u B.I1. [TacekoBsim (1982) B citydae OTCYTCTBHS TUIOTHOCTHOTO JTUMUTHPOBAHHS
(TpUCTIOCOOIEHHOCTH TEHOTHUIIOB IOJIATAIOTCSI KOHCTAHTAMH ).

2. [Ipemyioxena u uccienoBaHa UHTETpaibHAas MOJAEIb C JUCKPETHBIM BPEMEHEM OJHOJIOKYCHOM
MEHJICJIEBCKOM  MONYJSALMM  JTUIUIOWJHBIX  OPraHU3MOB, KOTOpas SIBJISIETCS  €CTECTBEHHBIM
MPOJOHKEHUEM MOJICNH MOJIMAUIeIbHON TMOMYyIsAlUUd Ha OECKOHEYHOMEpHBIM ciydail. B pamkax
NPEUIOKEHHONW MO/ HCCIEeIOBAHO BIUSHHE HEKOTOPBHIX ()OPM MYTAalMOHHOTO Ipoliecca Ha
JTUHAMUKY T€HETUYECKOTO COCTaBa MOMYJISLIUH.

3. [IpoBeneHo neTanbHOE UCCIIETOBAHNUE SBOIIOLMH MOMYJIALMH C IBYMs BO3PACTHBIMU KJIACCAMM.
Pa3paboranbl MozenM  €CTECTBEHHOTO OTOOpa B CTPYKTYPHUPOBAaHHOW  MOMYyNSALMU: IO
MPUCTIOCOOJICHHOCTSIM B JIOPENPOIYKTUBHON TPYIITIE, M0 BEDKMBAEMOCTH B PENPOAYKTHBHOM TPYIIIE;
IIPOBEJICHO AaHAIUTUYECKOE U YMCIEHHOE UCCIIEI0BAaHUE MPEAJIOKEHHBIX MOJIEEH.

4. PaccmoTtpena poib mpoJoHKUTETLHOTO OHTOTEeHEe3a B ()OPMUPOBAHUM YCTOMUMBBIX PEKHMOB
muHamuKku. Paszpabortana o0oOmieHHass MOAENb MOMYJSIUN CO CJIOXKHOW BO3PACTHOM CTPYKTYpPOHl H
BBITNIOJIHEHO MCCIIEJOBAaHUE Pa3HOO0Pa3Hsl IMHAMUKU €€ YUCICHHOCTH.

S. N3yueHbl 3BOJIOIMOHHBIE TOCIEACTBUS ONTUMAIBLHOTO MPOMBICIA C TOCTOSHHOM J0Jei
U3BATUS B OJHOPOAHON momyssiiuu. Pazpaborana u ucciaenoBaHa MOJENIb JUHAMUKN YHUCICHHOCTH U
TEHETUYECKOTO COCTaBa IMOMYJALMHN, HaXOISALIEHCs IMOJA BO3AEHCTBUEM ONTHMAIBHOIO IMPOMBICIA.
BrisiBiIeHBI yCIIOBUSI COXPAHEHHS M MOTEPH aIallTUBHOTO T'€HETUYECKOTO pazHooOpasus B pe3yibTare
AHTPOIOTE€HHOT'O BO3JEHCTBHUSI.

6. Pemrena 3agaua onTuMmu3aluy TpOMBICHA B MOMYJISIIUU C BO3PACTHOW CTPYKTYpOW Ha MpUMeEpe
JIBYXBO3PACTHOW TMOMYJSIMH, aHAIUTUYECKH OOOCHOBaHA CTpATeTUs W3BATHS U3 OTAEIBHOTO
BO3PACTHOTO KJIacca JIOJIU €r0 YMCICHHOCTH; OMKCAHbI YCIOBUSI COXPAHEHUS U TIOTEPU aJTaNTHBHOTO
pa3HO00pa3us B SKCIUTYaTUPYEMOM TTOMYJISIINH.

7. BriepBbie jgeTanbHO UCCIIEOBaHBI BBIOOPOYHBIE CBOWCTBA M OOOCHOBaHA BO3MOXKHOCTH
NPUMEHEHUS MeToJa ompeaeneHuss 3()pPEeKTUBHON UYHCIECHHOCTH TMPOU3BOJAUTENEH TO H30BITKY
TETEPO3UTOT B MOMYJISIIUNA TOTOMCTBA.

Hayunas u npaxmuueckas 3uavumocms I?CZ6OI’I1bl. HpOBe)IeHHOC HUCCICAOBAHUEC 3BOJIIOIIUN

CTPYKTYPUPOBAHHOU MOIYJISIUN MO3BOJISIET JIOCTUYb KOMIUIEKCHOTO IMOHUMAaHUSA
BHYTPUTIOMYJISIIIHOHHBIX TMPOILIECCOB MPUCYIIUX CBOOOJHO PA3BUBAIOILICIHCS TOMYNALNUHA, U BHOCUT
BKJIQJl B PA3BUBAIOIIYIOCS TEOPUIO MaTEMAaTUUECKOW OMOJIOTHH | TOMYJISSITAOHHONW T€HETHUKH.

Pemenue 3amad, CBA3aHHBIX C ONTHUMHU3AINMEH MPOMBICIA, CIYKUT 00OCHOBAHUEM METOIUKH
yIOpaBiIeHUS W BBIPAOOTKE pPEKOMEHAANM M0 ONTHUMH3AIMU YIPABIECHUS JKCIUTYyaTHPYEMbBIMU
MOMYJISIUUSMU B IPUPOIHBIX U UCKYCCTBEHHBIX YKOCHUCTEMAX.

B wmensix coxpaHeHus OuopazHooOpa3usi [Uis BBIBJICHUS MaJOYUCICHHBIX  BHJIOB,

HY)XJIAIOIIUXCS B COXPAHEHWH, JTUOO MPHU CO3/IaHUHM HMCKYCCTBEHHBIX MOMYJSAIUU IS JAIbHEHUIIETo



pa3BeleHNs HApsLy C APYTUMH METOJaMHU HMCIIONIb3yeTCsS METOJ OLUCHKH Y(PPEKTUBHON YHUCICHHOCTH
NPOM3BOIUTENECH MO M30BITKY TeTepO3UroT B BHIOOpKE IOTOMCTBA (2@ TaKXe €ro IporpaMMHas
peanu3anys) C yderoM TpeOOBaHMII K 00beMy M KauecTBY JAaHHBIX, IOJNYYEHHBIX B pPaMKax
HACTOSIIETO MCCIICOBAHNUS.

Jlocmoseprocmv HAYYHBIX NOJLONCCHUL U 66160006 00ecIIeUYeHa KOPPEKTHBIM BBIIIOJITHCHUEM

MAaTEMAaTHYCCKHX BBIKJIAA0OK U HpCOGp%OBaHHﬁ; CTPOruM AO0Ka3aTCIbCTBOM OCHOBHBIX TCOPCTUICCKUX
BBIBOAOB M PC3YJIbTATOB; a TAKKC IMOATBCPXKACHA YHCICHHBIM MOACIHPOBAHUCM. TeOpeTI/I‘ICCKI/Ie
BBIBOJbI COI'/IaCOBAHEI C OOIBIINM KOJIMYECTBOM IIpOaHaAJIU3UPOBAHHEBIX JIUTEPATYPHBIX HCTOYHUKOB.

Anp06auuﬂ Da60m13l. OCHOBHBIC TIOJIOKECHUS U PE3YIBTATEI JUCCEPTAINHN JOKIAaAbIBAJINCh U

obcyxnanuch Ha cienyromux kKoHdepenmusx: The 19th biennial ISEM Conference “Ecological
Modelling for Ecosystem Sustainability in the Context of Global Change” (Toulouse, France, 2013),
the 6th International Congress on Environmental Modeling and Software “Managing Resources of a
Limited Planet: Pathways and Visions under Uncertainty” (Leipzig, Germany, 2012); 4th, 6th u 8th
International Conference on Bioinformatics of Genome Regulation and Structure “BGRS-2004”,
“BGRS-2008”, “BGRS-2012” (HoBocubupck, 2004, 2008 u 2012); MexayHapoaHas IIKoja-ceMUHap
«DyHIaMeHTalIbHbIE W MPUKJIAJHBIE UCCIEIOBAaHUS B MATEMaTUYECKOW IKOJIOTUU U arpOdKOJIOTHI)
(bapnayn, 2012); MexnayHapognas HayuyHas  KoHdepeHuus  «CoBpeMEHHbIE  MPOOJIEMbI
pernoHanbHoro passutus» (bupodumxan 2006, 2012); lanpHeBocTOYHAs MaTeMaTU4yecKas IIKOJIa-
cemuHap uMm. akanemuka E.B. 3omoroBa (Bnagmoctok, 2002, 2010, 2012, 2013); Koudepeniuu,
nocsuieHHple namatu A.A. Jlsamynosa (HoBocubupck, 2001, 2011); European Nonlinear Dynamics
Conference “ENOC’2008” u “ENOC’2011”(Cankt-Iletrepoypr, 2008; Rome, Italy, 2011); The
International Scientific Conference on Physics and Control “PhysCon’2003”, “PhysCon’2005”,
“PhysCon’2007”, “PhysCon’2009” u “PhysCon’2011” (Cankt-Ilerepoypr, 2003, 2005; Potsdam,
Germany, 2007; Catania, Italy, 2009; Leon, Spain, 2011); First Russia and Pacific Conference on
Computer Technology and Applications (BmaguBoctok, 2010); HammonanpHast KoHGepeHLUs ¢
MEXIyHApOAHBIM yuacTueM «MarteMatuueckoe MojienupoBanre B axonorun» (I[lymmunao, 2009, 2013);
Mexnynaponnas koHpepenuu «Martematuueckas 6uosnorust u 6unonnpopmatuka» (Mocksa, 2006);
Mexnaynaponnas koHpepeHuus cepun «HenuHelHbIH Mup. SI3BIKM HAayKHM — SI3BIKM HCKYCCTBa»
(ITymuuo-Ha-Oxke, 2006); 6as n 7as IlymuHckas mkosa-KoH(pepeH1rs MOIoAbIX y4eHbIX «buomorus
— Hayka XXI Beka» (Ilymmno, 2002, 2003); 6as MexnynaponHas koHpepenius "Opranuzanus
CTPYKTYp B OTKpbIThIX cuctemax" (Anmatel, 2002); Bceepoccuiickue KoHpepeHIMH 1O
MOJICTTMPOBAaHUIO0  HepaBHOBecHbIX cuctem (MHC-2000, MHC-2002, KpacHosipck); 6as
MexayHapoaHass KoHGepeHIHsT «JKOJOTHUsS U 3/0pOBbE YEIOBEKa. DKOJIOTHYECKoe 0Opa3oBaHUE.

Marematnueckue wmoxenu u  uHbopmarmoHHele  TexHoioruuw»  (Kpacmomap, 2001); 4it
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MexayHaponHblid CcTyneHueckuil HayudHblii KoHTpecc ctpaH ATP “Fourth International Young
Scholars' Forum of the Asia-Pacific Region Countries” (Bnaagusoctok, 2001).

Ilyonukayuu. ITo matepuanam quccepTanuu omnyoiaukoBaHo 54 pabotsl, B ToM yncie 20 crarei
B OTE€YECTBEHHBIX U 3apyOe:KHBIX skypHaax (16 u3 koropsix Bxoast B [lepeuens BAK P®), 3 riaBsl B
KOJUIEKTUBHBIX MOHOTpadusix; B M3AAHUSIX HMHACKCHUPYEMbIX B MEXKIYHAPOJHBIX CHCTEMax
nutupoBanuss Web of Science - 11 pabort (25 uutupoanuii), Scopus — 18 (34 uutupoBanus).

Jluunelii exnad asmopa. ABTOPY TMPUHAMICKUT BHIOOP METOAOB HMCCIECIOBAHUS, NPOBEICHHUE

AQHAIUTUYECKUX U YHUCIEHHBIX pPACUYETOB, aHAIM3 IIOJYYCHHBIX pe3ylbTaTOB, MaTeMaTHUeCKas
MOCTaHOBKA OT/AENBHBIX 3a/la4; 4acTh HCCIIEIOBAaHUIN BBINOJIHEHA MO PYKOBOJICTBOM aBTopa. Kpome
TOr0, aBTOPOM  pa3pabOTaHO  HEOOXOAMMOE MpOorpaMMHOE  oOOecreueHue,  SIBIISoIIeecs
JIOTIOJTHUTEIHLHBIM HHCTPYMEHTOM JIJISl IIPOBOAMMOTO B pab0Te YHUCIEHHOTO UCCIICTOBAHMS .

B pa6orax (OKmanoBa u ap., 2003; Xnmanosa u ap., 2007; ®pucman u ap., 2010) aBropy
MPUHAJICKAT HUCCIIEJOBAHUE SKCIIOHEHIIMAIBHOTO BHUAA 3aBUCUMOCTU MPHUCIOCOOJICHHOCTH OT

YUCJIICHHOCTH.
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I'naBa 1. MoaeimpoBanue eCTeCTBEHHOI0 0TO0OPAa B OTHOPOJAHOM MOILY IS LIUH

JIroOble peanibHbIE TOMYISALUN UMEIOT KOHEYHYIO YMCIEHHOCTh U TIOJIBEP)KEHBI ACUCTBUIO psJia
SBOJIIOIIMOHHBIX ~ (AKTOpOB,  TaKUX  Kak  MEHJEIMpPOBAaHUE,  MYTALMOHHBIA  HpoIecc,
PEKOMOMHALIMOHHBIA TpoIlecC, ab0eppalliOHHBIM MpOLEcC, H30JAUs, MHUIPAllMOHHBIA Ipolecc,
OrpaHMuYeHuEe M KojeOaHuEe YHUCIEHHOCTH IMOIMYJsALUN, ecTecTBeHHbI oTOop. Ilpu mnocrpoenun
JNETEPMUHUPOBAHHON TEOpPUM JUHAMHUKU TOMYJAUUNA OOBIYHO JIENAl0T psAl MPEANOJI0KEHUH,
MO3BOJISIFOIIMX YIPOCTUTh (OPMaibHYI0 CTOPOHY, HO COXPaHSIOUIMX Haumbosee CyLeCTBEHHbIE

0COOCHHOCTH MOMYJIANUOHHO-TCHETUYCCKUX ITPOLCCCOB.

.  YwucneHHOCTH MOMYIASUUHA M PA3IMYHBIX COCTaBISIOLIUMX €€ TEHOTUIUYECKHX TpYII
MIPEIOoIaralnTcss 0ECKOHEUHBIMU. PeanibHO 3TO COOTBETCTBYET OYEHb OOJIBIIUM YHCIEHHOCTSIM.

2. IlokoneHHsI CYHMTAIOT HENEPEKPHIBAIOIIMMUCS, T.€. POJUTENLCKOE IOKOJIEHHE, OCTaBUB
MIOTOMCTBO, AIUMUHUpPYETCs. VI3BECTHBI peanbHble MOMYISINN PACTEHUN, HACEKOMBIX U JIPYTHX
00BEKTOB, 00J1a/1al0IUX ATUM CBOMCTBOM. [lo-CyIiecTBY, STUM MPENNOIOKEHUEM YAAISETCS U3
paccMOTpeHUs BO3pACTHAs CTPYKTYypa MOIMYJIALHUH.

3.  PaccmarpuBaemble NOMYNALMU CUUTAIOT MEHJEIEBCKUMH, T.€. MPEAINOJAaraeTcsl BBINOJIHEHUE
MEH/JIEJIEBCKUX NpaBWJ (OPMUPOBAHMSI 3UTOT U TaMmeT. DTO HamboJjiee MHTEPECHBIN Kiacc
MOMYJISIINI, OXBaThIBAIOLIUI BCE 3YKaPUOTUUECKHE OPraHU3MBbl.

4.  PaccMarpuBaroTCsi TOJIBKO T'€HOTHIBI 0co0eil U rameT ((heHOTUIIbI OTAEIBHO HE BBIJIEISIIOTCS).
OTUM HCKIIIOYAETCSl U3 PaCCMOTPEHUS! HIMPOKUN KPYr BOIMPOCOB, CBS3aHHBIX C COOTBETCTBUEM
FeHOTUIIOB U (eHoTunoB. OJHAKO, MOCKOJBKY B XOJI€ 3BOJIOLNUHM CYHIECTBEHHO HMEHHO
M3MEHEHHE FeHETUYECKOM CTPYKTYPBI, 3TO MPEAINOJI0KEHNE COXpaHsIeT HauboJiee CyIIeCTBEHHOE
CBOMCTBO 0COO€H — T€HOTHII U JIEJIaeT €r0 OCHOBHBIM 0OBEKTOM PaCCMOTPEHHUS.

5. Ilpenmomaraercst TakXe, 4YTO B MOMYJISIHUH OTCYICTBYeT o0Opa3oBaHue Iap ocobOel, a
BCTPEUAIOTCS HEMOCPEJICTBEHHO CBOOOJHBbIE rameThl. bim3kuM mpooOpazom 3TOro BapHaHTa
CIIY’)KUT HEOIUIOJOTBOPEHHas MKpa U clepMma pbl0 B BOJOEME, MbUIbLIA BETPOONBUISEMBIX
pacTeHui U T.1I.

6.  Hckmrouercss U3 mpsAMOTrO pacCMOTPEHHS MECTO OOWTAaHUS WHIWBUIYYMOB (XOTS HESIBHO OHO
nojapaszyMmeBarbcsi). MHaue roBops, CUMTAIOT NMPOCTPAHCTBEHHBIE U HKOJIOTHUYECKHE Pa3Ivyuus

YCIIOBUHM CYIIIECTBOBAaHUSI 0OCOOEW HECYIIECTBEHHBIMU [UIsl dBotonMu momyisuuu (Pataep,

1977).
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OmHo#l W3 mepBBIX 3aJad  MaTEeMaTUYeCKOW TMOMYJAIMOHHOW TE€HETUKH  OKazaJcs
KOJIMYECTBCHHBI aHalM3 pe3yibTaTa JCHCTBHS OTOOpa B  MEHJAETEBCKOM MaHMUKTHYHOU
W30JIMPOBAHHOW TMOMYJISIMUA JUIUVIOMJHBIX OPraHu3MoOB. B yTpupoBaHHO mpocTedeM ciiydae
MPEANoJiaraeTcsi, 4To OTOOPY TMOJABEPKEHBI (PEHOTHIHBI, KECTKO KOHTPOJUPYIOIMIHUECS OJHOM
JMaJUIebHBIM JIOKYCOM. ECM MOKOJIEHUS HE MEPEKPBIBAKOTCS, TO MOJIEIb 3BOJIOLMM MOMYJISUUA B

ATOM CJIy4ae MOXKET OBITh MIPEJICTaBJICHA CIEAYIOIINMHI PEKYPPEHTHBIMU YPaBHEHUSIMU:

X = WX,

n+1

Qoo =4, (Wyq, + 2w, (1=q,))/ wh (1.1)

/i€ 1 - HOMEp MOKOJIEHUs; ¢, — yactoTa aens 4 u (1-g,)— yacroTa ajens a B n-oM IOKOJIEHUH; X, —

YUCJICHHOCTh TOMYJISIIIUU; W44, Waq U Wy — TPUCIOCOOIEHHOCTH TEHOTUNIOB AA, Aa W aa —
. 2 2
COOTBETCTBEHHO; W, =W, q, +2w,q,(1—q,)+w,(1—-¢q,)" - cpenHss MIpHUCHOCOOICHHOCTb

IMOMyJIAIHUU B 11-OM IMOKOJICHHH.

B ocHoBomnonararonmx padoTax mo reopernyeckoit nomynasuuoHHoi reueruke (Haldane, 1924;
Fischer, 1930; Parmep, 1973; Crow, Kimura, 1970) wuccrmemoBanuch MaTeMaTHYECKHE MOJCTH
JUHAMHKU T€HETUYECKOM CTPYKTYpbl CBOOOTHO pa3MHOKaromuxcs nonyiasuuid. [Ipennonaranocs, 4to
MOMYJISIIMK Pa3BUBAIOTCA B HEM3MEHHOI BHEIIHEH cpejie B YCIOBUSIX HEOTPAaHMUYEHHOCTH JKM3HEHHbBIX
pecypcoB.  Hammume  3THMX  OpPEONOJIOKEHHWH  MO3BOJISUIO  MpearnoJiaraTb  (PUILIEPOBCKHE
IIPUCIIOCOOJCHHOCTH TEHOTUIIMYECKUX TPYII OpPraHu3MoB (3HaueHUs KOd(QUIMEHTOB W)
KOHCTaHTaMM, HE 3aBUCSIIUMHU HU OT (aKTOPOB BHEIIHEH aOMOTHYECKOUW cpeibl, HU OT (PAKTOpOB,
00yCIIOBJIEHHBIX OHOJIOTUYECKUMH BHYTPHUIOMYJISIIMOHHBIMA B3aUMOOTHOILIEHUSIMH, TAaKHUMH Kak
IUVIOTHOCTb M TEHETHYecKas CTPYKTypa (4acTOThl OTAEIBHBIX TE€HOTHUIOB). OJTa uAeaTu3aLus
MO3BOJIMJIA U3YYUTh JIOCTATOYHO MOJPOOHO TO JEWCTBHE €CTECTBEHHOTO0 OTOOpa, KOTOPOE CBSI3aHO
TOJIBKO C TF€HETHYECKUMH Pa3IMYUsIMH MEXAYy MopdaMu U HE 3aBHCUT HM OT KaKHX JpYyrux (He

T€HETUYECKUX) (PaKTOPOB.

UucneHHOCTh peaNbHbIX NOMYISIUN OTJIMYAETC HENPOCTHIM noBefeHueM. HeciydaiiHo oHO
W3 UEHTPAIBbHBIX IIOJIOKEHUN B TMOMYJALMOHHONW 3KOJOTMHM 3aHMMAET MMEHHO TEOpUs IMHAMHUKHU

YHUCJICHHOCTH.

Hekotopple M3MEHEHHSI YHCIEHHOCTH IPUPOJIHBIX MOMYJSALHUA HOCIT CE30HHBIM XapakTep U
CBS3aHbl C KOJICOAHMSMHM KIMMATUYECKUX YCIOBHM B TeYeHHE ToJa, JpYyrue xKe H3MEHEHUs
3aTparuBarOT IEPHOJIbI BPEMEHH, BKIIOYaOlIue roabl u aecsatuwieTus. KonebaHus YHCIEHHOCTH
00JaaloT Ppa3IMYHON PEryisipHOCTBI0 U Pa3MaxoM, MOTYT COINPOBOXIATHCS CYIIECTBEHHBIMU

MIEPECTPOUKAMU CTPYKTYPBI NONYJISALUNN, NPUBOJUTE K U3MEHEHUSIM MX JKOJOTMYECKUX MapaMeTpOB,
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BBI3BIBATh MEPEOIICHKY POJIM M 3HAYMMOCTH PA3JIMIHBIX BUAOB B OrocucTemMax. OMUCaHUIO M aHATIU3Y
JTUHAMUKH ~ YHCJIICHHOCTH TIOCBSIIIICHBI THICSYM  CICIHAIBHBIX  HMCCICJOBAHUN, TIPEIJIOKEHbI
MHOTOYHCIIEHHBIE TEOPUH, OOBSICHAIONINE MEXaHU3MbI €€ AUHAMUKH. BMmecTe ¢ TeM, 10 CUX TOp HET
MOJHOW SICHOCTM B BONpPOCE O TOM, Kakue >K€ (aKkTOphl, TJIABHBIM 0OO0pa3oM, OMPEEISIOT

BO3HUKHOBEHUE KOJICOAHUI YHCIICHHOCTH.

B OonbmmHCTBE paHHUX pabOT BCE 3HAUMUTENbHBIE W3MEHEHHUS, MPOUCXOJAIINE C
YHUCJIEHHOCTBIO TMOMYJISIIIUM, CBSI3bIBAJIM CO CIyYaHBIMM U TEPUOJUYECKUMH BO3JECHCTBUAMU Ha
MOMYJISAIIMIO CO CTOPOHBI BHEIIHEH cpefpl; HampuMmep, padotsl b.II. YBaposa (Uvarov, 1931), 1.B.
KoxanuukoBa (1953) u np. Psan uccnenoBaTeneil CBSI3bIBAIOT LMKIBI JUHAMMKH YHCJIEHHOCTH
KUBOTHBIX C IIMKJIAMHU COJHEYHOW akTuBHOCTH (Hamp., Elton, 1924; Makcumon, 1984). K
KIIMMaTH4YE€CKUM TEOPUSM JUHAMMKHU YUCIEHHOCTH MPHUMbIKAET U TpodoknumaTtrueckas teopusi K.d.
Pynbe (1952), B paMkax KOTOpOH Mpearnosaraercs, YTo KJIMMaTH4eckue (akTopbl HE TOJBKO U HE
CTOJIBKO ONpPENENSIOT WHTEHCUBHOCTh Pa3MHOKEHUS M BbDKMBAEMOCTh 0cCoOed MOmyssiuu
PaCTUTEIBHOSAHBIX JKUBOTHBIX, CKOJIBKO BJIMSIIOT Ha COCTOSIHUE MX KOpPMOBOW 0a3bl. Cneayromum
[1aroM pa3BUTHS JWHAMUYECKOW TeopuH cTajo (OPMUPOBAHUE MPEACTAaBICHUMN, OOBACHIIOUINX
MOMYJISIIUOHHBIE LIUKIIBI CJIOKHBIMU TPOPHUUECKUMH B3aUMOOTHOIICHUSIMU BUI0B BHYTPH OHOLIEHO3a
(A.Jlotka, JI.Bosbteppa, I'.®. I"ay3e u np.). B pamkax 3To# T€OpUH CUUTAIOT, YTO KOJMYECTBO IMHUIITH
HE TOJBKO KOHTPOJIUPYET COCTOSIHUE MOMYJSALUU €€ NOoTpeduTesneil, Ho M camMO KOHTpPOJIHUpYeTCs
YUCJICHHOCTBIO TIOCIEeTHUX. B xome pa3BuTtus OHOIEHOJOTHMYECKHUX KOHIICTIMK KoJieOaHUMH
YHUCJIEHHOCTH MOCTENEHHO CTaJd HAaKaIlJIUBaThCsA (PAKThI, TOBOPSIIME O TOM, YTO €CIIM KOJeOaHUS
YHCIICHHOCTH «OKEPTBBD) M MPUBOJAT K HUKIMYHOCTH XUIITHUKOB, TO POJIb XUIITHUKOB B ITOIICPKAHUN
KoJieOaHUM <GKepTBB» SBHO IpeyBennyeHa. Ha ocHOBe 3THX (DaKTOB CIIOKHUIMCH HPEJCTABICHUS O
CYILIECTBOBAaHUM BHYTPUIIOMYJISIMOHHBIX MEXaHU3MOB DETYJSLUU YHUCICHHOCTH, HAlpUMeEp, depes
W3MEHEHHE IUJIOJJOBUTOCTH, CMEPTHOCTH, CKOpPOCTHU co3peBaHMs M T.N. Haubonee mnomynspHbIMHU
SIBJISTIOTCS THTIOTE3a CTpecca U rurnoTe3a renerndeckoro koutpodis (IIuanka, 1981). CormacHo nepBoii
IIPU M3JIMIIHE BBICOKUX TUIOTHOCTSX HACEJCHHS B NMUKaX YHCICHHOCTH Y YXUBOTHBIX MOSBIISIOTCS
MIPU3HAKU CTPECC-CUHJIPOMA: YBEIMUMUBAIOTCS HAAIIOUYEUHUKH, KpaliHE YCUIIMBAETCSl arpecCUBHOCTb, a
CIIEIOBATENIbHO PE3KO MaJaeT pOKJIaeMocTh M pacteT cMepTHocTh ([3Buc, Kpuctuan, 1976). B
pamMKax BTOPOM THIOTE3bl KOJEOAHWS YHUCICHHOCTH MOMYJISIIMM CBSI3bIBAIOT C HM3MEHEHHEM €€
renerudeckoro cocrasa (Chitty, 1960, 1967). Ilonaraercsi, 4To OCKOJIbKY B TIEPHOIbI CIIAJI0B M IIMKOB
YUCJIEHHOCTH TIOMYJISUS OKa3bIBACTCS B Pa3IMYHBIX SKOJOTMYECKHX YCIOBUSAX, TO OHa JIOJDKHA
UCHBITHIBATh JIEUCTBHE PAa3HOHAIPABIEHHOTO €CTECTBEHHOIO OTOOpa. JTO, B CBOIO OYEpE/b, MOXKET
MPUBECTH K U3MEHEHUIO T€HETUYECKON CTPYKTYphI MOMYJISAIUU NPU KaXI0M Mepexoae OT MUHUMyMa

K MakKCUMyMy M HaoOOpoT. 3ama3/iplBaHuME TaKOro Iepexojila M MoAJep’KuBaeT Kosiebanus. B
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JTaJbHEHIIeM HauOoJblliee MPU3HAHUE CPEId HSHTOMOJIOTOB TMOJYYHJIA CHHTETHYECKAash TEOpHs
KoJie0aHUN YMCIEHHOCTH HACeKOMBIX, paccMaTpUBarollas IMpolecc KoJieOaHWM YHCIEHHOCTH Kak
ABTOPETYJIUPYEMBIN MPOIIECC, YIPABIAEMBbIM KOMILJIEKCOM (HDaKTOPOB, OMOTHYECKOM W aOMOTHYECKOMN

npuposl (Hamp., Hegopesos, 1986).

K Hacrosmiemy BpeMeHH CGHOPMHPOBATIOCH MPEACTABICHHE O IUIOTHOCTHO- W YacTOTHO-
3aBHCUMBIX  COCTaBISIIOIIMX B  JIGWCTBUU  ecTecTBeHHoro otbopa. [IpowmmmoctpupoBana
OKCTIEPUMEHTAIBPHO W BBISIBJIICHA B MPHPOTHBIX TMOMYIANUAX TaKas CHTyalus, Korna Kod(pQuiunueHTs
0TOOpa TEHOTHUITHMYECKUX TPYI SBISIOTCS (PYHKIUSAMH IUIOTHOCTH TIOMYJISIIIANA WM 4acTOT KaKHX-
m00 TEHOB WM TEHOTHIIOB. B onHOW H3 mepBBIX paboT, HANpaBICHHBIX HA HWCCIIEAOBaHHE
IJIOTHOCTHOM 3aBucuMocTu otbopa, JL.K. bepu (Birch, 1955) skcnmepumenTanpHO TOKa3ali, 4YTO
paBHOBecHOe 3HaueHue yactoT uHBepcuid Standard m Chiricahua B III xpomocome Drosophila
pseudoobscura CymecTBeHHO 3aBHCUT OT IIOTHOCTH JIMYMHOYHOM CTamuu. Bo Bcex skcmepuMeHTax
TeTEPO3UTOThl IO HWHBEPCHUU 0O0Nananyd HauOOJIBIIeH MPHUCTIOCOOJICHHOCThIO, OJlaromapsi 4Yemy
YCTAaHOBWJICS COaJlaHCHPOBAaHHBIM ToaMMOpdu3M. OpHAKO TMPH MaIOW CKy4YEHHOCTH JIMYMHOK
KOHIICHTPAIMsl HHBEPCHH U3 Pa3HBIX HA4YaJbHBIX 3HAYEHUI MOHOTOHHO CTPEMHJIACh K PABHOBECHOMY
3HaueHuto, onmskomy K 30%, B TO BpeMs Kak Mpu OOJBIION CKYYEHHOCTH JIMYMHOK PaBHOBECHOE
3HAYEHHUE 3TOM KOHIEHTpaluuu okazajoch paBHbIM 60-70%. Takum obpazom, oTOOp, MO-BUAUMOMY,
Oospiie  OjarompusTCTBYeT Tomo3uroraM mo Standard npu BBICOKOW TUIOTHOCTH JIMYMHOK, |

romo3urotaMm no Chiricahua npu HU3KOH MIOTHOCTH.

PaboTtbl mo1006HOTO pojia MOCIYKUIN TOJTYKOM JJIsi TEOPETUUYECKOr0 HCCIEA0BaHUs MOJeel
IJIOTHOCTHO 3aBUCHMOTO OTOOpa. MHTepecHbie wuccienoBanusi mpojaenansl Jx. Paiirapaenom
(Rougharden, 1971) u b. Yapmsyopcom (Charlesworth, 1971). IlepBrlii U3 3TuUX HccienoBaTenen
MIPOAHAJIU3UPOBAT YHCIeHHO Ha OBM jauckpeTHy0 MaTeMaTHYeCKyl MOJIeNb JAWHAMUKH 4YacTOT
ajulesIel B MEHJIEIEBCKOM OJHOJIOKYCHOM IUAJUIEIbHOM IMONYJSALWU JJI CIIydaeB CTAallMOHAPHOM M
¢GrokTyHpyome cpeapl odutaHus. B nomnonHeHue K MpuBEIEHHBIM B Hayale JaHHOrO maparpada
IECTH TMocTynaTaM Takod wognenu J[x. PaiirapmeH mnpemioxXui CcUdMTaTh MPUCIIOCOOIEHHOCTH
TFeHOTUIIMYECKUX Tpynn (w;) He KOHCTAaHTaMHM, a JMHEWHBIMH (IO aHAJIOTUU C MOJieNbio DepxioibeTa)

¢byHKIMAMEU ynciaeHHocT (N):

N
w,=1+r(l-—).
Ki
[TapameTpsl 7; B 3TOM cilydae — KOA(GGUIUEHTHl «UHUCTOI» CKOPOCTH pocTa MOHOMOP(HOMH
MOMYJISIIUKM B «IIYCTOTY», T.€. pu N, OJIM3KOM K HyJ0 (110 MOHOMOP(}HON MOKET MOHUMAaThC U
MOMYJISIIMS, COCTOosAIIass U3 OAHMUX rerepo3uror). Ilapamerpsl K; — Mepa KOHKYpEHTOCIOCOOHOCTH
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FCHOTUIIMYCCKUX TPYIIIl, OIPCACIAIOTCAd OHM BO3MOXHOCTAMH TI'CHOTUIIOB IIPpU OBJIAACHUH
AKOJIOTMYECKON Huiier. dopManbHO K; — 3TO TaKO€ PaBHOBECHOE 3HAYECHHME YMCICHHOCTH, KOTOpPOE
JNOCTUTAIOCH ObI, €clii Obl MOMYNSLMS MOIJa COCTOSITh M COCTOsUIa TOJBKO M3 0co0ed ¢ i-M

T'€HOTHUIIOM.

b. Yapnzyopc uccienoBan aHaIUTUYECKH OoJiee OOIIYIO IUCKPETHYIO MOJIENb HBOJIIOLUU
OJTHOJIOKYCHOM MEH/ICIICBCKOW TOMYJISIIIUU, Pa3BUBAIOIIYIOCS B CTamMoHapHOUW cpene. OH mosarain
ko3 urmentsr oTbOpa /; TMPOU3BOJBHBIMU TIAJAKUMU YOBIBAIONIUMU (YHKIUSAMH YHCICHHOCTH

momyJiiaguu, T.€. BBOJAUJI B MOACIIb CICAYIOITYIO 3aBUCUMOCTD HpI/ICHOCO6J'ICHHOCTCI\/II OT YHCJICHHOCTH:

w, =1+h(N), i=123.

B stom ciyuae 7 =lim (4 (N)), K,=h"'(0) (T.e. HAXOUTCA KaK pELICHHE YPABHEHHS

1

h,(N) =0 otaocutensHO N).

B pesynbTare mnpoBeNEHHBIX MCCIEIOBAaHUN BBIICHWIOCH, YTO B CTAallMOHAPHOM cpene
HaIpaBJICHUE D3BOJIOLUMHU MOMYJISIIUK OIpeNeisieTcs B OCHOBHOM T'€HETHUYECKUMHU 3HAYCHUSIMU
KOHKYpPEHTOCIIOCOOHOCTH,  T.e.  3HadeHusiMu  BenuuumH  K;.  Taxk, €clii  3HaueHue
KOHKYPEHTOCIIOCOOHOCTH Uil TeTepo3uroT OoJiplie, 4YeM JUIsi TOMO3UIOT, TO B MOIYJSALHU
YCTaHABJIMBAETCA YyCTOMUMBBIA mnonmumoppusM. Ecioum ke 3HaueHHe KOHKYPEHTOCHOCOOHOCTH
reTepO3UTrOT JIEKUT MEXKJYy 3HAUYEHHUSAMM 3TOro Mapamerpa JUisi TOMO3UIOT, TO MPOUCXOAUT
BBITECHEHME TOr0 U3  ajjiesied, TOMO3UIOTHl 10  KOTOPOMY  00JaJal0T  HauMeEHbUIeH
KOHKYPEHTOCIIOCOOHOCTBIO. 3HAUE€HMsI BEIUYMH 7; BIMSIOT TOJIbKO Ha XapakTep YCTOWYMBOCTU
paBHOBECHOTO cOCTOSIHUSL. [Ipu onpenesieHHbIX COOTHOMIEHUAX K; U 7; B TIOMYJSUU MOTYT BO3HUKATh
CIIOXHBIE KOJIeOaHHS M pa3Mepa MOMYISIIMM M €€ TeHETUYeCKoll cTpykTypsl. B pabGote M.A.
Accmyccena (Asmussen, 1979) mnonpoOHO mpoaHaTU3UPOBAHBI YCJIOBHUS CYIIECTBOBAaHUS U
YCTOWYMBOCTH IMKJIMYECKUX PEXKUMOB JIMHAMHKU YHCIEHHOCTM M TE€HETUYECKON CTPYKTYpHI
MOMYJISIUKM  JUISl IBYX BHJIOB 3aBHCUMOCTH MPHUCIIOCOOJEHHOCTH OT YHUCICHHOCTU MOMYJISLUU —
JIOTUCTUYECKOIO U AKCIOHEHIUANIbHOI0. B YacTHOCTH, CyIIECTBYIOT 3Ha4YeHHs mapameTpoB K; u r;,
KOTOpbIE MPHUBOJAT K JMHAMUYECKOMY IMOBEJCHHIO, BECbMa MOXO0KEMY Ha KOJIEOaHHSI YUCIEHHOCTH
(TJIOTHOCTH) NOMYJISALIMKA U €€ TEeHETUYeCKOW CTpyKTyphl, onucanHble JI. bepuem (Birch, 1955) nns

MHBEPCUOHHOTO MOJIUMOP(U3Ma B MOMYISIIUIX APO30(UIIIBL.

HpI/IBCHCHHBIC MaTEMaTHYCCKHUE pa6OTBI MMpCACTABJIAIOT HAIIPABJICHUC I/ICCJ'IC)IOBaHI/II\/’I B paMKax
KOHLEINIUH, Ha3BaHHOW Makaptypom (MacArthur, 1961, 1962) r- u K-orbopom. Mmeercs cnenyroiee
npeAcTaBieHre o KoHuenuuu 7- u K-ordopa (Pianka, 1970, 1974,1978). Ilon crpaterueit r-otéopa

MIOHUMAeTCcs Takoi oTOOp, KOIjJa HMMeEeTcs HEKOTOPbIM SKOJOIMYECKHH BakKyyM M ONTHMaJlbHbIM
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SIBJIICTCS MAaKCUMAJIBHO BO3MOXXHOE HWCIIOJIb30BAaHHE MAaTCPUU W SHEPTHH B IESIX HAHOOJIBIIETO
PETpOyKTUBHOTO YCIieXa, T.e. MaKCHUMAJIbHOE YBEJMYeHHE 4Yncia moToMKoB. Ctparerus K-otbGopa
MPeaIoiaracT HaJMYUe MaKCHUMAJIbHBIX IUIOTHOCTHO 3aBUCHMBIX 3()()EKTOB M 3aKIIF0YaeTcsl B
CTpaTerW TpaThl JHEPIMH HA TOJJCPKAHHUE HAWMEHBIIETO KOJMYECTBA ITOTOMKOB, KOTOpPBIC
KOHKYPEHTOCIIOCOOHBI, T.€. XapaKTePU3YIOTCS OOJIBIION BEDKUBAEMOCTHIO Ja)KE B YCIOBHSIX KpalHETro
MPOSIBICHUS IIOTHOCTHO 3aBHCUMBIX (DakTOpoB. YTIIyOJIEHHOE TEOPETHYECKOEe MCCIeIOBaHNE
MO/IEJIeH TIJIOTHOCTHO 3aBUCHUMOTO 0TOOpa mpuBeAeHO B pabotax B. Annmepcona (Anderson, 1971), C.
Kunra u B. Angepcona (King, Anderson, 1971), b. Knapka (Clarke, 1972), M. banmepa (Bulmer,
1974), JI. Jumutpyca (Demetrius, 1975), X. bapkas (Barckay, 1975), I1. Cmoiica (Smaus, 1976), M.
Crabca (Stubbs, 1977), T. Harunaku (Nagulaki, 1979), P. I'puna (Green, 1980) u ap. Kpome Toro,
OTIMICAaHbI Pe3yJIbTAThl MHOTHX HAONIOJCHUN 7- U K-cTpaTteruii 0Toopa B TaOOPATOPHBIX M MPHPOTHBIX
MOMYJIANMIX KaK HU3IMNX, Tak W Beicimx opranu3moB (Th. Long, G. Long, 1974; MacNaughton,
1975; Graham, 1977). OcHOBHO# pe3yabTaT BCEX 3TUX HCCIEAOBAHUN 3aKIIOYAETCS B TOM, UTO
cTpaterust K-orbopa mpeobiagaer, Kak IpaBUJIO, B CTallMOHAPHOM WM ci1ab0 MEHSIOIIENcs cpene
obuTaHus, B TO BpeMsl KaK cTpaTerus r-oToopa mpeoOiagaer B cpeiae OOWTaHUS, WCIBITHIBAIOIICH

CHUJIBHBIC CJ'Iy‘IaI\/’IHBIC HJIN ICPUOJUUCCKUEC UBMCHCHU .

E.B. Enoxumos (1999) onucan nunamudeckue nocieAcTsus »-K-otéopa B METAOMYIISILIUM €
HEMOJIOBBIM PAa3MHOXKEHHEM IPU HAJTUYMM T€HETHMYECKOTO pa3HooOpasus IO MalbTy3HAaHCKOMY U
pecypcHoMy napametrpaMm. OOBEKTOM HCCIIEIOBaHUS ObLIa CIICIYIOIIas MOJICIb:

n+1

X, =xiexp| R'|1-D x] /K’
j

IJie X, - YHCIEHHOCTh i-OT0 TEHOTHNA B 7-OM MOKOJEHHH, a R' u K' — MaJbTy3MaHCKHI H

PECYPCHBIN TTapaMeTPhbl COOTBETCTBYIOMIETO IEHOTHUIIA.
B paGoTte nokazano, 4to

o OtOop Bceraa uAeT B CTOPOHY YBEIMUYEHHsI PECYPCHOro napaMerpa K, eciu B NOMYJISALUU €CTh
COOTBETCTBYIOLIEE I'€HETHYECKOoe pazHooOpasue. Ilpu ero orcyrcTBuM OTOOp, KaKk TAKOBOM, B
NONYJISIIMM  HE HAOJI0JAeTCsl, HECMOTpS Ha HaJU4Me JUCIEPCUU [0 MallbTy3UaHCKOMY
napamerpy R.

o B orcyrerBue nucnepcun no K U npu Haau4uu pazHooOpas3us 1o R B NOMyJsUUU HaOIonaeTcs
COCYIIECTBOBAHME BCEX TE€HOTUNOB. VX paBHOBECHOE pACHPEIEICHHE YCTaHABIUBACTCS B

TEUEHUE IIEPBBIX TPEX-YETHIPEX MOKOJICHUN U JJaJiee HE MEHSETCS.
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o [Ipy OOHOBpEMEHHOM HaJMYMM B TNOMYJSLUU pPa3HOOOpa3usi MO MaJbTy3UAHCKOMY U
pecypcHOMY TapameTpaM Te4eHHe OTOOpa COIPOBOXKIACTCS IIOCIEIOBATEIFHON CMEHOH
AVMHAMHUYCCKUX PCKUMOB OT CTAIMOHAPHOTO COCTOAHUA 4YCPE3 MPCACIIBHBIC LUKIIBI K XaoCy H
HAao0OpOT, B 3aBUCUMOCTU OT HampabiieHus orbopa no K. B mnomymsuuu nHaOnromaercs
HocieoBaTeIbHas 3aMEHa OJTHOTO JOMHMHHUPYIOIIET0 TeHOTUINA JIPYTUM, a THUI HaOII0JaeMOro
IIpu OSTOM JUHAMHUYCCKOro pexuMa OnpecacadacTCa CpCAHCIIOMYIAIUMOHHBIM 3HAUYCHUEM

MaJIbTy3UaHCKOTO TTapameTpa.

HOJ’Iy‘ICHHBIC B X04A€ aHAJIMUTHUYCCKOI'0 HCCICAOBAHHUA MOACIU MCTAIIOMYJIAIWHU C HCIIOJOBBIM
Pa3MHOXCHUEM PE3YJIbTAThBl MOATBCPKACHBI AaBTOPOM M IKCICPHUMCHTAJIBbHO Ha [IOMYJIAOUAX

MHUKpPOOPIraHHU3MOB.

HCT&]’IBHOC HU3YUCHHUC HOCJ'IC)ICTBI/II\/’I )ICI\/IICTBI/UI INIOTHOCTHO 3aBUCHMOI'O 0T6opa B )II/IHJ'IOI/I)IHOI\/’I
nmonyimdauuu i - W IOJHAJUJICJIBHOI'O JIOKYCA, a TaKiKC BBIABIICHUC YCJ'IOBI/II\/’I Cylm€CTBOBAHUA

T€HETUYCCKOTI'O HOJ'II/IMOp(bI/ISMa SIBIISICTCSA 3aJadei HaCTOSIIErO NCCICIOBAHMSL.

§1.1 Moaenb nI0THOCTHO 3aBHCHMOTO 0TGOPa. HAIeIbHBIN JIOKYC

PaccmoTpuM  3BOJIFOIIMIO  MEHAEIEBCKOM IMMAHMHUKTUYHOM  W30JMPOBAHHOW  MNOMYJSILUU
IUIUIOMAHbIX ~ opraHusMoB  (1.1),  mpenmosaras, 4YTO  MPUCHOCOOJEHHOCTH  T'€HOTHUIIOB
SKCHOHEHIIMAJILHO 3aBUCST OT YMCIEHHOCTH M, TaKUM OOpa30oM Y4YHUTHIBas AEWCTBHE IIOTHOCTHO-

3aBucuMoro otoopa (Esgokumos, 1999):

w; =exp(R;(1-x/K;))

(1.2)

rae i, j - NPUHMMAIOT 3Ha4YeHus: A, a; R; — MalubTy3MaHCKHH
napaMmerp, a K; — pPECYpCHBIM IapaMeTp COOTBETCTBYIOLIETO )
ICHOTHUIIA; R; XapakTepu3yeT penpoNyKTHBHBIA IOTEHIMAI
reHortuna, a Kj; — €MKOCTb DKOJIOTMYECKONM HHMIIM: (€CIH BCA
MOMYJSIIKS OyZIET COCTOSATh TOJIBKO U3 0COOEH C ij-M T€HOTUIIOM, €€

pPaBHOBECHAs UUCIIEHHOCTh COCTABUT BEJINYMHY Kj)).

x* X
[lyctp mnpucnocoONeHHOCTH BCEX TIE€HOTHUIIOB HMEIOT

OOIIYI0 TOUKY, T.e. CYIIECTBYeT Takoe (PaBHOBECHOE) 3HAUECHHE Pucynok 1.1 3asucumocts

pHUcnocobIeHHOCTEN

YUCJIICHHOCTH X*, TPH KOTOPOM MPHUCHOCOOJICHHOCTH BCEX
TEHOTHIIOB Wjj OT YUCIIEHHOCTH
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TEHOTHIOB PAaBHBL: Wyu(Xx*) = wyu(x*) = wu(x*). OrpannyeHue, HaJOKEHHOE Ha BHUJ (PYHKIIUH
MPUCIIOCOOIEHHOCTEN TE€HOTUIIOB, HECKOJbKO YHPOLIAeT 3a7ady HCCIeAOBaHUS (IIOCKOJIbKY
YMEHBINIAET KOJUYECTBO HE3aBUCHUMBIX IMapaMETPOB MOJIENH), OJHAKO TP OSTOM TIO3BOJISIET
MOJISTUPOBATh JIOCTATOYHO WHTEPECHYIO KAaYECTBEHHO CHUTYAIUIO, KOTJIa MPHU OOJBIIUX M MajbIX

YUCJICHHOCTSIX MPEUMYIIECTBA OKA3BIBAOTCS y PA3HBIX T€HOTHUTIOB (pUCYHOK 1.1).

O603HaunM HanboJiee MHTEPECHBIE BOIMPOCHI, OTBET HAa KOTOPbIE XOTEJIOCh Obl MOJIyYUTH B

mponecce UCCICa0BaHUA HpI/IBCHCHHOI\/II MOJCIN:

e [lpu xakux ycinoBHUSX B HOMYJSLUU yCTaHABJIMBAETCS MOJUMOP(U3M, a MPU KaKUX —
MoHOMOp(u3M?
e Kak BiusAeT Ha JAMHAMHUKY IONYJSIHM IPEUMYLIECTBO IO PEHPOIAYKTUBHOMY

IMOTCHIHAJIY TOMO3UT'OThI, FCTCpO?;HFOTBI?

1.1.1 Cmayuonapuvie mouxku Ouanie1bHOl MOOEIU; UCCTIE006AHUE UX YCHOUYUBOCIU

Cucrema (1.1), kxpome TpuBuanbHOM (x = 0), UMeeT 1Be MOHOMOP(HBIEC CTAIMOHAPHBIC TOUKH:
1. g = 0,x=K,,; yctonuusa, ecii 0 < R,, <2 u K, > Ky,
2.q=1,x=Ky4; ycroitunBa, eciu 0 < Ry <2 1 Kyq > Ky,

1 MOXET UMETH OJIHO TIOJIUMOPGHOE paBHOBECHE

12w, | (1.3)

W3 nepBoro ypaBHeHust cucteMsl (1.3) HAXOIUTCS YUCIEHHOCTh NOJUMOP(GHOTO0 paBHOBECHS; 3aTEM BO
BTOpPO€  YpaBHEHHE  IIOJICTABJSIOTCS  COOTBETCTBYIOLIME  STOM  YHCIEHHOCTH  3HA4YEeHHUS

IIPUCIIOCOOJICHHOCTEN, U HAXOAUTCSl PABHOBECHOE 3HAYEHUE YaCTOTHI A-T0 aJlIesl.

Mo>kHO TMOKa3aTh, YTO YUCJIEHHOCTh IMOJMMOP(HOro paBHOBECUS MOXKET ObITh paBHa Xx*
TOJIBKO B TOM Cllyyae, KOI/ia BCE T€HOTHUIIbl UMEIOT OJMHAKOBBIE pecypCcHbIe napameTpsl: Ky = Ky, =
K., Win eciii ManbTy3MaHCKHUE TTapaMeTphbl BCEX FT€HOTUNOB TpUBHANbHBIE: R4y = R4q = Ry = 0; TOrIA
B DPABHOBECHU TIE€HETHMYECKUH COCTaB MOMYJISUUU MOXeT ObITh JoObIM. Ecimu ke cyiecTByer
pa3zHooOpasue Mo pecypCHbIM MapaMeTpaM U MajlbTy3UaHCKUE TapaMeTpbl FTEHOTUIIOB HE TPUBUAJIBHBI,
TO TpeThsl — NoJuMop(dHas cTalMOHapHAsl TOUKa — SBJISETCS pelleHueM cucteMbl ypaBHeHuit (1.3), a

€c YCTOI\/’IT-II/IBOCTB N MCECTOIIOJIOKCHHUEC paBHOBCCHOI\/II YHUCICHHOCTH OTHOCUTEIBHO YHCIICHHOCTSH
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MOHOMOp(bHBIX CTalMOHAPHBIX TOUYCK OMNPCACIACTCA B3aWMHBIM PACIOJOXKCHUEM PECYPCHBIX

[apamMeTpOB '€HOTUIIOB.

Ymeepowcoenue 1.1:

a) Ecnu rereposurore 4a cooTBETCTBYeT MUHUMAaNbHbBIN pecypcHblil apaMeTp (Kuqz < Kuu, Ko < Kaa),
TO NOJUMOP(HOE PaBHOBECHE CYILECTBYET U €r0 YHUCICHHOCTb MEHBIIE YHCIEHHOCTEH KaXKI0ro u3

MOHOMOP(HBIX pABHOBECHIA;

0) eciii pecypCHBII mapamMeTp reTepo3UroThl 3aHUMAeT MPOMEKyTouHOoe TostoxkeHue ( min( Ky, Kyq) <

K4o < max(Ku4, Kaq)), TO TOTUMOPGHOTO paBHOBECHS HET;

B) €CJIM I€TEPO3UT0TE COOTBETCTBYET MaKCUMAaJIbHBIN pecypcHblil napamerp (K, > Kiu, Kag > Kog), TO
MOJIMMOP(HOE PABHOBECHE CYLIECTBYET M €r0 4YUCIEHHOCTb OOJbIE YHCICHHOCTEH KaXAO0ro W3

MOHOMOP(HBIX PABHOBECHIA.

Hokazamenvcmeo: O003HauuM 4Yepe3 @(x) M Y(x) — JEBYIO U NPABYK YacTH MEPBOTO YpaBHEHUS

cuctemsl (1.3):

O(x) = (Waalx)-1), W(x) = (Was(¥)-1)(Waalx)-1).

3ajmauya  OTHICKAHUS TOJUMOP(PHON CTAIMOHAPHOM TOYKH CBOJUTCA K HAXOXKICHUIO TOYKH
nepeceyeHust GyHKIUN @(x) U Y(X) Takol, 4YTO COOTBETCTBYIOIIEE 3HAUEHHE N'€HETUUYECKOIO COCTaBa ¢

KOppekTHO (T.€. 0 < g < 1).

a) PecypcHblil mapametp rerepo3urotbl MUHUMAaIbHBIN (K4 <K44, K4,<K,.): Ha oTpe3ke (K4, min(Ky,
Kaa)) o(x) u y(x) umMeroT TOUKy nepecedeHust x = &, mpuaeM Toabko oaHy. T.K. ¢(K4,)=0, w(K4,)>0; ¢(
min(Ky4, Kaq))>0, w( min(Kyy Ki,))<O0; kpome Toro Ha oTpeske (K, min(Kyy, Kio)) Gyaxkumm @(x) u
y(x) — HempepbIBHbIE 1 MOHOTOHHBIE. CTallMOHAPHOM YMCIEHHOCTH X = & COOTBETCTBYET KOPPEKTHOE
3HaueHue ¢g. MOXHO MoKa3aTh, YTO JIFoOOMY 3HaUeHHIO X = (, He JexalieMy Ha oTpe3ke (K, min(Kyy,

Ka4)), COOTBETCTBYET HEKOPPEKTHBIN T€HETUYECKHI COCTaB g. YTBEpKIACHHE IS ciaydast (a) J0Ka3aHo.

0) PecypcHblil mapamerp rerepo3urorsl MakcuManbHbIl (K4, > Ku4, Kuo > Kio) - yTBEpXKIEHHE

JOKa3bIBACTCA aHAJIOTMYHO.

B) PecypcHblii mapameTp reTepo3uroTsl 3aHUMaeT npoMexyrouHoe 3HaueHue (Ky, > Kuy, Kuo> Kia):

p(x)=0
v(x)<0,xe (K

T.x TO HE CYILECTBYET pEelIeHHs IepBOro ypaBHeHuUs cuctemsl (1.3) x =&,

K.

aa?’

npuHajyiexamiero uarepBany (Ku, K44). Ecnu u cymectByrot nepecedenus rpadhukoB GyHKIUNA @(x)
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U Y(x) BHE JTOro HHTEpBaJIa (HECOBIAJAOIKME C X*), TO UM COOTBETCTBYET HEKOPPEKTHBIN

TEHETHUYECKUI COCTaB .

YTBepxkIeHUE NOKA3aHO.

CranuoHapHas TOYKa SBJISETCS YCTOWYMBOM, €CIM BCE €€ COOCTBEHHBIE YMCIA 110 MOJIYIIIO

MeHblIe 1, T.e. B HameM ciaydae |k[|< 1,i =12 . JIng HaXOXIACHUS COOCTBEHHBIX YHCENI CHCTEMBI

X —AX
3 q
HEOOXO0IMMO PElIUTh XapaKTEPUCTHIECKOE yPaBHEHHUE: | =0.
qx qq - }\’

Jlis nomumopdHOM cTanMoHapHOM Touku cucTteMbl (1.1) XapakTepucTHYeCKOe YypaBHEHHE

IIPpUMCET BU!

1+'x__wx,_ﬂ“ f_wl,; :0’1_‘)1e Fvn =WAA('xn)qn +1VAa('xn)(1_qn).
qF! l1+qF, -4 w,

Boimonnu  HeoOxonumoe aud@epeHuupoBaHME M YUUTHIBAas, YTO B HOJIUMOP(HOI

gw, +(1=-qw,, =1

CTallMOHAPHOM TOYKE
(1 - q)waa + qWAa = 1

, TIOJIyYUM CJICIYIOIINE YCIOBHS YCTOWYHMBOCTH ITOU

CTallMOHAPHOU TOYKH:

-2<xw. <0 (1.4)

l<w, <3

Ymeepowcoenue 1.2: Eciu pecypcHBId TapamMeTp TeTEepPO3UTrOThl MEHBIIE COOTBETCTBYIOIIUX

[apaMeTpoB TOMO3HMIOT, TO HOJUMOpP(HOE paBHOBECHE HE MOXKET ObITh YCTOMYMBBIM; €CIH XKE
reTepo3uroTa uMeeT HauOOoJbLIMN peCcCypcHBI mHapaMeTp, TO MoJiMMop(dHas cTaluOHAapHas TOYKa

MOKET OBITh YCTONUMBOM.

Jloxazamenbcmso:

a) Ilycte pecypcHblil mapamerp reTepo3urotsl MakcumaneH Ky, > max(Ku4, Ky): B 3TOM ciydae
crarmoHapHasi YuCIeHHOCTD & < Kyy = Wy(x =&) > 1. T.x. £ > Ky 1 &> Kyp, TO Wau(§) < 1 11 Wye(§) <
1, crenoparensro W(&)=(1-wa(&))(1-wia(©)) < 1, 10 9(&) = W(&) = ¢(&) < 1. Tk. (&) = (1-w4i(£))’
= wyq(§) < 2. CnenoBatenbHO, BHITIOTHEHO BTOpOE yciaoBue cucteMsl (1.4) u |Ay| < 1.

0) PecypcHblii mapamerp rerepo3urotsl MUHUMaNEH: Ky, < min(Kyy, Kuq): U3BECTHO (U3 yTBEPXKIEHUS
1.1), 9T0 B 3TOM cCiy4yae CTallMOHApHAs YHUCICHHOCTh & > Ky, = wy(x=§) < 1. T.e. BTOpOE
HepaBeHCTBO cuctembl (1.4) HapymeHo, cienoBaTenbHO, A2 > 1 u noiumopdHOe cTanuoHapHOE

COCTOSIHUE HE MOKET OBITh YCTOMUUBBIM.
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YTBepxkIeHUE NOKA3aHO.

1.1.2 Yucnennoe ucciedosanue OUHAMUUECKO20 NOECOCHUSA OUAIIE/IbLHOW MOOeaAU

[IpoBeeHHOE  AHAIMTHYECKOE  HMCCIIEOBAaHWE  MOJAETH  IUIOTHOCTHO  3aBHCHMOTO
OKCTIOHEHIMAIFHOTO OTOOpa B OJHOJOKYCHOW JHAJUICIbHON TMOMYJSIIUN IO3BOJISIET 3aKIIOYHTh
cienyromee. MoHoOMOphH3M WK MOJUMOP(HU3M YCTAaHOBUTCS B TOIMYJISAIUNA, BO MHOTOM 3aBHUCHT OT
B3aMMHOTI'O PpacCIlOJIOKCHHUA PCECYPCHBIX IIapaMETpPOB TCHOTUIIOB, a TaKXKE HAYaJIbHBIX YCJ'IOBI/II\/II.
[TapameTrpudeckue 06acT Pa3IUYHOTO JMHAMUYECKOTO TTOBEACHUS MOJCIIN MPUBEICHBI B Tabmwmile 1;
npeamnojaractcsa, 4To M3HA4YaJIbHO MOITYJIAINA HOJ'II/IMOp(bHa, T.K. B CJIyda€ H3HAYAJIbHO I'CHCTUYCCKU
OJIHOPOJHOH TMOMYJISIIMK  OTOOpa HET, a JUHAMHUKA YHUCICHHOCTH ITOJIHOCTBIO OIPEIEISIeTCS
BEIIMYMHON MaJIbTy3MAHCKOTO IapaMmeTpa IMpeAcTaBlIeHHOro reHotuna. [IpoBeneHHOE UCCIIeIOBaHHE
IMMOKAa3bIBACT, YTO HA JUMHAMHKY IOIIYJIAIHUHU BJIIUACT HC CTOJIBKO IMPEHUMYIICCTBO 110 MAJIbTy3MaHCKOMY
napameTpy OTHIENBHOTO TEeHOTHIA, CKOJBKO IPEUMYIIECTBO IO PECypCHOMY Mapamerpy. ITOT
pe3ynbTaT coriacyercs ¢ uccienoBanusimu b. Yapmsyopca (Charlesworth, 1971) u E.B. EBnoxumoBa

(EBnoxumoB, 1999).

Bo3moxeHn cOanaHcHpOBaHHBIN MONMMOPPU3M, a TaKK€ BBITECHEHHE ONTUMAJIBHOTO IO
pecypcHOMY TmapaMeTpy TIeHOoTuna (mpu HeONaronpusaTHBIX JJIi HEro HaydalbHBIX YCIIOBHUSIX,
Hampumep, pucyHok 1.2), uro He corjacyercs ¢ pedyapTatamu E.B. EBnokumosa (EBnokumos, 1999),
MOJIyYUEHHBIMH JJIi MOJEIM METANoONy/ISIUK C HENOJOBBIM pPa3MHOKEHUEM, U, MO-BUIUMOMY,
SIBJISIETCS CJIEJICTBUEM AUILIOUTHOCTH OPraHU3MOB.

Ta6auna 1.1 [Tapamerpuueckre 00IaCTH pa3IMYHOTO JUHAMUYECKOTO MTOBEICHUS MOICIIN

MonoMopdusm, 3akperisercss amienb A, YUCIEHHOCTh cTaluoHapHa (x = Kyy),
I. Kuo < Kuq ecmu Ryy < 2, unu pmroxtyupyet, ecinu Ry > 2. Ecniu mapameTpsl reHOTHIIOB AA 1
K. < K4y Aa Oommxu (K4 ~ Kyu m Ry, = Ry4), BO3MOXKEH NOIUMOPGHU3M,

COHpOBO)K)IaIOHII/II\/IICﬂ KOJICOAHHMSAMM YHMCICHHOCTH U T€HETUYECKOI0 COCTaBa.

. Ky, > Ky | Homamopdusm. YnCIeHHOCTh M T€HETUYECKMI COCTaB MOMYJNALMHM HAXOAATCS Ha

K> K CTaI[IOHAPHOM YPOBHE, e — 2 < X - W, ' ; uHa4e - QIyKTyHpyIoT.

Monomopdusm. Ecnu K,, = K44, TO 3aKkpenurcs amiens 4, ecinu gy > 0,5; nnage

atens a. [pn K, < K4y Puxcanusa amiens A npoucxomut yxe npu go>(0,5 - 9);
III. K4y < K44,

Ko<k BelMuMHA O TeM Oosbine, yeM Oombine pasHocTh (Kgy - Ki,). UucneHHOCTH
Aa < Kaq

MOMYJISAIMKA CTAIlMOHAPHA, €CIM COOTBETCTBYIOIIUN MalbTy3HAHCKHI IapameTp

MEHbILE ABYX, (UIIOKTYHPYET, €CIIH — OO0JIbIIE ABYX.
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B Momenm HaligeHEBI

AC11=4.605 RI21=1.099 RI31=2.708 x(M= 0.100
K[11=2.707 K[21=1.099 KI[31=2.049 a(y=  0.100
KOJICOaHMsI  YHUCICHHOCTH B
5.00 +
P g P I " N I 7y  OTCYTCTBHE Kose0aHui
L s Te R AL TIFTINIE Hls reHETHYECKOTO cocTaBa
} SPLIRLL | b I8 b ) (pucynok 1.2), »atoT  (akr
0,00 bR .w :# .'w :..\;w .:wi:.:w ::: —— :5| G .:I & M.: - q SIBJISICTCSA CIIIC OJHUM
1000.0 1020.0 1040.0 1060.0 1080.0 1100.0
KOHTPIPHUMEPOM THUITOTE3BI
Pucynoxk 1.2. Konebanust 4MCI€HHOCTH TP MOHOMOp(hU3ME aa. PHPHMEP
3akperuieHue TeHOTUIIa ad — HEONTUMAJIBHOTO TI0 pecypcHOMYy  I'C€HETHYECKOTO KOHTPOJIA,
nmapamMerpy, OOyCIOBJIEHO  €ro  OOJBIIUM  HaudaJbHBIM KoTOpas KOIEOAHNS
npeumymecTsoMm: gp=0.1.
YUCJICHHOCTH MOy ISIAN

CBS3BIBACT C KoJieOaHUSIMU ee TeHeTnueckor cTpykTypsl (Chitty, 1960, 1967).

Haiinennsle B Mojenu koyieGaHUsI YUCIEHHOCTH UM T€HETUYECKOW CTPYKTYphl MOMYISILIMM HE
SBJIIIOTCSL DK30THUKOM, MpuUCyLIell TeopeTuyeckoMy MojenupoBanuto. [lonobHoe auHamMuueckoe
MOBEJICHUE BCTPEYAETCSs M B MPUPOJHBIX MOMyJIAUMsX. B uyacTHocTHM KojeOaHUs YHMCIEHHOCTH U
reHeTuyeckoi crpykTypsl onucanbsl Jl.bepuem (Birch, 1955) mis unBepcuonHoro nosmmopdusma B

MOMYJISAHSIX JPO30HIIL.

KpoMme uncto aHaTUTHYECKUX METOJIOB U TIOCTPOCHHS (Da30BBIX MOPTPETOB, SISl UCCIICTOBAHMS
BO3MOJKHBIX JTMHAMHYECKHX PEKHMOB HCIHOJIL3YIOTCS OudypkannonHsie auarpammbl. s Oomee

CTpOroro OImnpeaAciaCHUud THUIIOB JUHAMHUYCCKOr0 IMOBCACHHA HCIHOJB3YIOTCA HX KOJUYCCTBCHHBLIC

XapaKTCPUCTUKHU - JIAIMIYHOBCKHEC ITOKa3aTCIn {j‘z

k
}i=1 , Te k — pa3MepHOCTb ()a30BOTO MPOCTPAHCTBA

CUCTEMBI (B JaHHOM ciy4ae k = 2) u D - pa3MepHOCTh aTTpakTopa.

JlanyHOBCKHME TMOKazaTelau OMUCHIBAIOT JedopManrio (a3oBOro mMpoCTpaHCTBAa BJOJb

TpaekTopuu cucreMsl. Ecin A, >0, To (pa30oBoe NPOCTPaHCTBO PACTATMBAETCS BJIOJIb HEKOTOPOTO (i-

ro) uampasienus, eciu A, <0, 10 (hazosoe mpocrpancTBo ckumaercs. Ilpu A =0 nepopmaiuu

(azoBoro mpoctpancTBa He MpoucxoauT. CymMMa JISITyHOBCKUX IMOKa3aTEJIed OMHMCHIBACT W3MEHEHHE
o0bema ¢azoBoro mnpocrpaHcTBa. Hanuuue MoJ0KUTENBHOTO JIAIMYHOBCKOTO IMOKA3aTeNsl SIBISIETCS
OJIHUM U3 OCHOBHBIX KPUTEPHUEB CTOXAaCTHYECKOTO JIBIDKCHHS. BBIYMCIICHHE JISITyHOBCKUX

MoKaszaTeseil ObLJIO BBITIOJIHEHO 10 anroputMmy benertuna (Heiimapk, Jlanma, 1987).

PasmepHOoCTh arTpakTopa D moka3blBaeT, KaKyk 4acTh IIPOCTPAHCTBA B OKPECTHOCTH KAXKIOU
TOYKM 3aHMMaeT arrpaktop. [Ipm D = 1 aTTpakrop — ogHOMEpHOE MHOroobpasue, npu D = 2 —

nBymepHoe. CyllnecTByeT HECKOJIbKO MAaTeMaTH4YEeCKHX OINpEIesIeHu pa3MEpHOCTH aTTPaKTopa
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(Farmer et al., 1983). B paboTe BbIHCIIsIIACH JIAMTYHOBCKAsT Pa3MEPHOCTh aTTPAKTOPOB 1O (opmyIie

Kannana-Hopka: D = j + ZLI A, /‘ﬂpj+1 , TIE j =max (m D A2 0).

[IpousttocTpupyeM IMOJIyd€HHBIE pe3yibTaThl Ha ClEIyloleM MnpuMepe. 3adukcupyem
cnenyromye 3nadeHus mapametrpoB: x* = 1, Ky, = 0.95, Ry, = 3.8, Kso = 0.57, Raa = 2.8, go= 0.8, xo=
0.1. Bynem u3MeHATh PENpOIYyKTUBHBIA MOTEHUMAN roMo3uroTel AA (ci=exp(R44)) c¢ marom 0.3,
HauyuHas ¢ ¢1 = 1 (R44=0, K44=0). Ilpu aTOM OyAeT u3MeHATbCA U PECYPCHBIN NapaMeTp FOMO3UTOThI
AA, TIOCKOJIBKY €r0 3HA4YE€HHE 3aBHCHT OT BapbhbHPYEeMOTO MAaJIbTy3MAHCKOTO Mapamerpa R,y (T.K.
MIPUCIIOCOOJIEHHOCTH BCEX T'€HOTUIIOB PaBHBI IPU 3HAUEHUU yHciieHHocTu x = x*). Ha pucynke 1.3
npejcTaBieHa OudypkalMOHHAs AMarpaMMa I€HETUYECKOTo cocTaBa (), HWXKE — YHMCIEHHOCTU X,
nanee — U3MEHEHNEe MAaKCHUMAaJIbHOTO JIAIIYHOBCKOIO Mokaszarens L (HIKHUN rpadukK) U pa3sMepHOCTH

arTpakropa D (BepxHuil rpaguk).

Q
1.00 —
o.o00 T T T T I I
31.000 61.000 91.000 exp(Raa)
I
®
5.00
0.00 b
31,000 61,000 s1.000 exp(Rgg)
L D
1.00 +g=0 v
0.00 f f f f i f !
r W 31.000 61.000 91.000 exp(Ray)

Pucynoxk 1.3 budypkanumonHas auarpaMma T€HETHUYECKOro cocTraBa (BepxHHM rpaduk) u
YUCJIICHHOCTH (CpeaHuil rpaduk), TMHAMUKa OOJIBIIETO JISITYHOBCKOTO MOKa3aTess (HWKHSS KpUBas) U
JSNYHOBCKOW pPa3MEPHOCTH aTTpakTopa (BEpxHss KpuBas, HWKHUM Tpaduk) NOpU H3MEHEHUH
PENpOaYKTUBHOIO MOTEHIMAla TOMO3UTOThl AA, COMPOBOXKIAIOIIETOCS] U3MEHEHUEM €€ PECypCHOIO
napamerpa.
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Ha rpadukax BHIHO, 9TO TIPU MAJICHBKUX 3HAUCHHUSX BaPbUPYEMOTO MMapaMeTpa UMEEeTCs UK
JUIMHBI JiBa 10 060uM 1noka3aressiM. [Ipu yBennueHun penpoyKTUBHOIO MOTEHIIMAaIa TOMO3UTOThl AA
POKJIaeTCsl LUK JJIUHBL YeTbipe no Q U 1o X, janee — UUKI JUIMHBI 8, HUKIIOB CIEIYIOLEH UINHBI
YK€ HE BHJIHO, 3aME€THAa XaoTHuYeCKas JUHAMHKa, ObICTpO AOCTUTraolas pazMepHocTd aBa (PucyHok

1.4), HO MOXXHO HAMTH aTTPAKTOPBI U MEHbIIEH pa3zmMepHocTH (Pucynok 1.5, 1.6).

\ D 1.346

Pucynoxk 1.5 (a) Artpakrop npo6noii pazmeproctd (¢ = 3.27, R44= 1.18, K44~ 0.86).

(0) YBenmuueHHBIN (hparMeHT aTTpaKkTopa
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D = 1.714

0.00 0. 40 0.80

Pucynok 1.6. Artpaktop apo6Hoii pasmepHoctu (c1 = 3.55, Rya= 1.27, K44= 0.87)

Jlanee MOKHO pa3iavuUTh LUKII JUIMHBI TP, Jajiee XaoTUdyeckas JUHaMHKa 000UX MoKas3aresneH, U npu
Ru4 = Ry, KONEONETCA TOJIBKO YMCIEHHOCTb, @ TEHETUYECKUI COCTaB ¢ BBIXOJUT Ha CTAIl[MOHAPHBIN
ypoBeHb g = 0.5. JlanpHeliee yBeIMUYCHUE TTapaMeTpa ¢; COMPOBOXKIACTCS MOSBICHUEM KOJICOAHUM
reHeThuyeckoro cocrana. [locie Toro kak c; craner OoJiblie 45 pecypcHbIl MmapamMeTp reTepo3uroThl
3aliMeT MPOMEXYTOUHOE MOJIOKEHUE U B CUCTEME yXke He OyeT MoauMOophHOro CTaloHapa, 0 JHAKO
MOJIMMOP(U3M €Ile HEKOTOpPOE BpeMsl COXpaHsieTcs. JTO CBA3aHO C TEM, YTO IMPH TAaKOM BbIOOpE
MapaMeTpoB C POCTOM €] PECYPCHBIN MapaMeTp roMo3uroThl A4 pacteT HEOBICTPO, OH yKe OoJibIe
pECypCHOro mapaMerpa TeTe€pO3HroThl, HO HE Ha MHOro M mnoiaumop¢usm coxpansercs. Ilpu c;
npuMepHo paBHOM 104 mpeumyiiecTBa 1o pecypcHoMy mnapamerpy reHotuna A4 (Ky. = 0.95, Kyq=
0.96) ctaHOBUTCS IOCTATOUHBIM JIJIsl YCTAHOBJIEHUS MOHOMOp(]H3Ma: T€HETUYECKHI COCTaB BBIXOJUT

Ha CTallMOHAPHBIN YpOBEHb ¢ = 1, a KoJIeOaHUs YUCIEHHOCTH MPOJOKAIOTCS.

1.1.3 Ilpumenenue mooenu 00HONO0KycHo20 r-K — ombopa ona o0vacHeHus cyuiecmeyouieco

pasznooodpazusn no pamepy npuniooa é nonyaauusax necya (Alopex lagopus, Canidae, Carnivora)

PaCCMOTpI/IM BO3MOXHOCTH NPUMCHCHHA PC3YJIbTATOB UCCICAOBAHHUA MOJACIIN OJHOJIOKYCHOI'O

r-K — ot0opa K peanbHbIM MOMYJISIHIM.

B paGore HoBocumOMpckux yuenoix (Axenovich et al, 2007) wucciemoBan xapakTep
HACJICJIOBaHUSI Majoro M OOJBIIOrO pa3Mepa MOoMeTa B MOMYISIIUAX (HepMEpCKHX TECHOB, a TaKKe

YCIIOBUS MOAJEPKAaHUS TOTUMOp(hU3Ma 110 TaHHOMY MPU3HAKY.

HNHTepecHo, 4TO pa3iuyYHbIE €CTECTBEHHBIE MOMysiiuu mectoB (Alopex lagopus, Canidae,
Carnivora) pagukKalbHO OTJIMYAIOTCS MO CBOEW PEenpoOAyKTUBHOM cTpareruu. IIpubpexHble mecupl,
MUIIEBBIE PECYPCHl KOTOPBIX MOCTOSHHBI, JAIOT MPUIUIOA HEOOJbIIoro pasmepa. KoHTHHEHTaIbHBIC

necubl MUTArOTCAd B OCHOBHOM MCJIKMMHU MIJICKOIMMTAOIIUMH, U UX KOPMOBBIC PECYPChI (HOHy.]'IfIIII/II/I
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MEJIKMX MJICKOTIMTAIONINX) XapaKTepU3YIOTCS IUKINYecKUMHU QuirokTyarusmMu (Angerbjorn et al.,

1999). B roapi, Koraa MUK Majio, MOMYJISIUA KOHTHHEHTAJIBHBIX TECIIOB MMEIOT OYEeHb HU3KUUN
pPENpOAYyKTUBHBIM YpoBeHb. B npyrue ke rojapl, Korga muiia oOWbHAs, HAOMIOJACTCS BCIIBIIIKA
Pa3MHOKEHHS MOMYJIAIUH. J[Js1 BBISIBIICHHUS T€HETUYECKON OCHOBBI PEMPOIYKTUBHON CTPATETUU ITHX
BunoB T.M. AxceHoBuu c¢ koseramu (Axenovich et al, 2007) mnpoBenu KOMIUIEKCHBIN
CerperalMoOHHBIN aHAM3 pa3Mepa MPUILIOAA B PACHIUPEHHOW TeHealoruu (HEepMEepCKUxX TECIOB.
Hcnonp30Basioch CMEMIaHHOE MOJIEIBHOE MPEANON0KEHHE O TOM, UYTO MPHU3HAK KOHTPOJHMPYETCS
OCHOBHBIM T'€HOM U OOJIBIITUM KOJIMYECTBOM JOTIOTHUTEIHHBIX TCHETUYECKUX U CIIY9alHBIX (DaKTOPOB.
[IpoBeneHHbIN aHAIM3 TTOKA3aJl, YTO HACIEAOBAHUE ATOTO MPHU3HAKA MOYKHO OIMKCATh B paMKax MOJCTH
C OCHOBHBIM T'€HOM M KOHTPOJIEM MAaJCHBKOTO pa3Mepa MPHUILIoJa MO PElecCCUBHOMY THUIy. Tarke
MPEANOJIaraeTcs, 9YT0 CUCTEMa COATAaHCHPOBAHHOTO MOMMOp(u3Ma pazMepa NMpuIuioa B pepMepckoi
MOMYJISAIMA MOTJIa OBITh YCTAaHOBJICHA €II€ B €CTECTBEHHBIX TMOMYJIIUAX IECIOB B pe3ybTaTe

aganTalnuny K pE3KUM KOJICOaQHHSAM AOCTYITHOCTH IHUIICBBIX PECYPCOB.

Pesynbratel uccnenosanus (Axenovich et al., 2007) no3BoJsSIOT pacCMOTPETh NPUOIU3UTENIBHO
(MCKJIIOUMB W3 PacCMOTPEHMSI BO3PACTHYIO CTPYKTYpPY) AMHAMMKY 4acTOThI ajiens 4 B HOMyJIsLUU
mecuoB ¢ momotisio moaenu r-K-otbopa (1.1, 1.2). Ilycte mpu3HakoMm «Oo0JbIIasi MIIOAOBUTOCTBY
obOnanaer reHoTun A4, a Takxke rereposurora Aa, B CIEICTBUE AOMUHAHTHOCTU. «Manblii pa3mep

IoMcETa» - pCIICCCI/IBHBII\/’I IMpHU3HAK, €ro HOCUTCIIb - TCHOTHUII ada.

Uepes ¢, 0003HaUUM 4acToTy ayvienss A B N-OM MOKOJICHHUH; X, — YACICHHOCThH TOMYIISAIUH.
YyuThiBas JOMUHHpPOBAHUE ajuiensi A, TOJyYUM PaBEHCTBO MPHUCIIOCOOJIICHHOCTEH: Wyy = Wy, H
YCJIOBUS Ha MaJIbTy3MaHCKHE MapaMeTpbl: MUHUMaJIbHAs IUIOJOBUTOCTh Y reHOoTHNa aa (R.,, < R4,

R4~ R4,). Ilo pecypcHbIM mTapameTpam OyZeM paccMaTpuBaTh CICIYIOIINE CUTYallUH:

. B YCIOBHAX MOCTOSIHHOIO OTpPaHUYEHUS MUILEBBIX PECYPCOB (XapaKTEPHBIX IS HOMYISLUN
NpUOPEKHBIX NECIIOB) HAMOOJIBIIUN pecypcHbIN mapameTp umeeT reHotun aa (Ku, > Kyu, Kag >
KAa)

2. B YCJIOBHSX UCKYCCTBEHHOTO Pa3BEeAEHHUS, KOTAA MUY JOCTaTOYHO, MOKHO CUUTATh PECYpCHbBIE

MapaMeTpbl BCEX TEHOTUIIOB PaBHbIMU, T.€. K44 = K = Kyq.

Hcnonb3ys pe3yabTaTbl UCCIENOBAHHUS MOJENIU MOIMYJSLUU C OJHUM JIUAJUICIbHBIM JIOKYCOM,
MOXHO OXHJaTh, uto B ciydae (K., > Ky4, Kuo > Ky,) Tpousoiiner ¢ukcamusi TOMO3UTOTHOTO
IeHOTHUIIAa C MAKCUMAJIbHBIM pPeCypCcHBIM MapameTpoM aa. Ha pucynke 1.7 npuBeneH npumMep npoiiecca
BBITECHEHMSI HEONTUMAJIbHBIX MeHOTUIOB. [lapamerprl Mosieny BbIOpaHbl Tak, YTOObI YUECTh JIaHHBIE,
npuBeaeHHbIe B cTatbe (Axenovich et al., 2007): mo craTUCTHKE CpeaHEee KOJUYECTBO JETEHBIIEH B

noMere camku ¢ reHotunoM AA unm Aa coctaBiser 12.33, a caMKH C T'e€HOTHIIOM aa — 8.61.
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[TockonbKy MOKa3aHO, YTO paccMaTpUBAEMbIi MPU3HAK HACIEAYETCS MO JKEHCKON JMHHUM, TO MOXHO
paccMaTpuBaTh JUHAMHUKY YaCTOTHI T€HA B )KEHCKOM YaCTH TOIMYJISAIHH; IOoJiaras, YTo KaxIblid MOMET,
B CpelHEM, COCTOUT HAaloJOBUHY W3 CaMIIOB M HAIMOJIOBUHY U3 CaMOK, TOrJa MOJIy4UM
PEeNpOaYKTUBHbBIE MOTEHIIMANIBI T€HOTUIOB: R4y = Ry, = In(12.33/2) = 1.82 u R, = In(8.61/2) = 1.46.
CooTHolleHHs pecypcHBIX mapameTpoB 1:1.7 BEIOpaHO YCIIOBHO, T.K. YOSAMTEIBHBIX JAHHBIX O TOM,
HACKOJIbKO 00JIbLIIE BBKMBAEMOCTbH JIETEHBILIEH B MAJIEHbKUX [TOMETAX B YCIOBUSAX HEJIOCTATKA MUIIH,
He mnpuBoauTcsa. Ho scHO, 4yTo mpu Oonblei pasHHUIE B pecypcHbIX mapamerpax (1:2 u T.1.)
BBITECHEHHE HEONTUMAJILHOTO ajuieisi OyAeT MmpoucxoauTh ObicTpee. HauanpHas yactoTa amiens a
BbIOpaHa OY€Hb MAaJOM, T.K. PELECCHBHBIE ajUIENM YacTO MOSBISIOTCA B pe3yjibTaTe MyTaluil W,
COOTBETCTBEHHO, B HEOOJIBILIUX KOJUYECTBAX. B pe3ynbrare, yepe3 HECKOIbKO MOKOJIEHUHN, MOMYS s
OKa3bIBaCTCs MOHOMOP(HOM, BCE 0COOHM EMOHCTPUPYIOT MaIYIO IUIOJOBUTOCTh, YTO U HAOJIFOIAETCS

B MOMYJISIIUSAX MTPUOPEKHBIX MECLOB.

1.2
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Pucynoxk 1.7. Ycranosnenne Mmonomopdusma aa (mapamerpsl Moaenu: Ry = R4, =1.82, Ry, =1.46,
KAA = KAa: 1, Kaa: 17, qdo = 0999)

B YCIOBUAX UCKYCCTBECHHOT'O PA3BCACHUS IMUINW AOCTATOYHO, B PE3YJIbLTATC B OOJIBIINX U MaJIbIX
IIOMETAaX BbBIDKUBACMOCTbH IIGTGHI)IIHGI\/II HE OTJIIMYACTCA U, CIICAO0BATCIIbHO, HET OCHOBaHUU cyuTarhb, 4ToO
pecypcHbIe TIapaMeTphl TEHOTHIIOB OTIMYAIOTCS. B 3TOM ciydae €CTeCTBEHHOTO OTOOpa IO
paccMaTpuBaeMOMY MPU3HAKY B MOMYJISIIMA HET, M1 UCXOJHBIM YPOBEHH MOJTUMOp(PH3Ma COXpaHIETCA
(puc. 1.8). X0Ts1 HEKOTOPOE CHWKEHUE YACTOTHI PEIIECCHBHOTO aJUIEIIs d M IPOUCXOUT B (hePMEPCKUX

MOMYJISIUAX B pe3ysbTaTe 0TOOpa MPOU3BOAUTENIEH C BHICOKOH IJIOJOBUTOCTHIO.

C I[perI\/II CTOPOHEBI, B €CCTCCTBCHHBIX IMOIMYIANUAX KOHTHHCHTAJIBHBIX IMECHOB B I'OJIOJJHBIC I'OAbI
OT60p HaIpaBJICH MNPOTUB IIJIOJOBUTBIX I'CHOTHUIIOB AA n A(l, OJHAaKO IOCTCIICHHOMY BBITCCHCHHUIO

autens A MNPCIATCTBYIOT PEryJISIPHBIC BCIIBIIIKHW IMOIMYJIALNUK XEPTBBI, BO BPEMA KOTOPBIX 3a CYUET
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YCHGIHHOﬁ PEIPOAYKIHUH BBICOKO-IUIOJOBUTBIX TI'CHOTHUIIOB IOMYJIAIHUOHHAA YaCTOTa aJICIIA A

yBeJIM4YuBaeTcs. MOXHO MpeanoiaraTh, YTo 3TH (PIIOKTYalluu U MOJIEPKUBAIOT MOIUMOPHHU3M.
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Pucynok 1.8. Coxpanenue nonumop@dusma npu paBeHCTBE PECYPCHBIX TAPMETPOB T'€HOTUIIOB
(mapameTtpsl moaenu: Ryy= Ry, =1.82, Ry, =1.46, Kyy= Kyo= Koo = 1, go = 0.7).

st Gosee neTanbHOTO HMCCIENOBaHUS (PEHOMEHA CYIEeCTBOBAHUS COATaHCUPOBAHHOTO
HOJ'II/IMOp(l)I/I?:Ma B KOHTHHCHTAJIbHBIX IHNOMYIANHUAX HCXOJHAsA MOIACIb HYXOACTCA B MOI[I/I(l)I/IKaIII/II/II
HanpuMep, BBEJACHWHM B PACCMOTPCHHE BO3PACTHOM CTPYKTYpPhI, a TaKKe YyYeTe IUKIUIECKOTO
HU3MCHCHUS BHYTPHUIIOMYJIALIUOHHBIX IMTapaMETPOB.

§1.2 Mopeab NJIOTHOCTHO 3aBHcUMOT0 oT60pa. IlosmmasienbHbIM JIOKYC

CpeI[I/I PCAIBbHBIX AAHHBIX O IPHUPOAHBIX MOMYIANWAX, IMOJYYCHHBIX, HAIIPUMCEP, MCTOAOM
anekTpodopernueckoro uccienoBanus (Lewontin, 1974), BctpeyaroTcs JIOKYChI, HMEIOIINAE HE TOIBKO
IBa, HO W Tpu, W Oosee aeneil. B kauecTBe mpumepa MOXKHO TPUBECTH KUCTyHO (ocdarazy
SPUTPOLIUTOB (YesioBeUEeCKHil (pepMeHT), UMeroIyto Tpu ajuiensi; B reHoMe Drosophila pseudoobscura
BBIJICJICHBl ~ CIICYIOIIHE  BBICOKOMOJUMOPGHBIE JIOKYCHI: 3cTepaza-5 wumeeT 6  ajuieneu,
MaJlaTACTUIPOTEeHA3a U JICHIIMHAMHUHOIIeNITHIa3a --- 4 ayiens, pt-7, pt-8, pt-10 --- 3 amnens. Kpome
TOTO, HACJEJOBAaHHE OTJEIBHOTO Ka4eCTBEHHOIO TPU3HAKA MOXKET OIPEACIITHCS aIIUTUBHBIM
BKJIaIOM HECKOJIBKHMX I'CHCTUYCCKHUX JIOKYCOB, IIPHUYCM XAPaAKTCP 0T6opa MOXET OBITH TaKOBBIM, YTO
JKU3HECIIOCOOHOCTH OTACJIBHBIX I'€HOTHUIIOB HEJIb3A CUHUTATh IIOCTOAHHBIMU, T.K. OHU q)YHKIII/IOHaJ'IBHO

3aBUCAT OT YACIEHHOCTH, FTEHETUYECKON CTPYKTYPBI WIIH €11€ KAKUX-TO IapaMETPOB MOMYIISLUH.

Crnenytomasi cepusi TEOPETUUYECKHX PaOOT MOCBSIIEHA W3YYEHHUIO PA3IU4HbIX 0000IIEHUN U

MPOJI0JDKEHHUH Kitaccuyeckoit moaenu (1.1).
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O0nOoM0KYyCHBLIL NOUANTENbHBLIE OMOOD

O606mmenue auamiensHol Moaenu (1.1) Ha monMaUIENbHYIO MOMYJSIUIO C IOCTOSHHBIMU
MIPUCIIOCOOIEHHOCTAMU IeHOTUNOB BbINoJHeHO CBupexkeBbiM U [lacekoBbiM (CBupexes, Ilacekos,

1982).

Camysns Kapnun (Karlin, 1981) paccMmotpen Tpu Kiiacca OJHOJOKYCHBIX TMOJTHAILIETBHBIX
Mozeneit oréopa: (1) orOop, Belpaxkaromuii YaCTUYHOE WM MOJIHOE JOMUHUPOBAHUE KJIaCCOB ajlienen
U acCOLMMPOBAHHBIX C HUMM TreTepo3urot; (2) xorga oTOOp ecTh (YHKLUMS YpPOBHS aKTUBHOCTH
awtenst; (3) orbop, WMHIYIMPOBAHHBIM OOpasmaMu MYJIbTHAJUICNIBHBIX accomuaruii. s kaxmoi
MOJICIH U3y4eHa BO3MOXKHOCTH IOJJICPKAHUS BBICOKOTO YPOBHS T'€HETHYECKOTO MOJUMOpdH3Ma 3a
CUET €CTECTBEHHOI0 CTPYKTYpUPOBAHHOro oTOOpa Mo mnpucnocobiaeHHocTsAM. B cienyromei pabore
Kapnmuu n ®enpaman (Karlin, Feldman, 1981) nmpuBonaT pe3ynbTaThl YMCIEHHOTO HCCIEJOBAHUS
PaBHOBECHOTO TIOBEJCHUS TPEAIOKEHHBIX Mozienei. [Ipy ancieHHoM MOJEeTMpOBaHUH MCTIONIB3YETCS
CllydailHblii ~ BbIOOp  3HAUE€HUM  IPUCIIOCOOJIIEHHOCTEH  TEHOTUIIOB;  PACCMOTPEHbI  Cllydyau
cymecTBoBaHus oT 3 10 8 amweneit B oxHoMm Jyokyce. Kimapk u ®@enpaman (Clark, Feldman, 1986)
ClIeNaj i YMCIICHHYI0 UMUTAIMIO PaBHOBECHOTO TIOBEICHHUS OJHOJIOKYCHON MOJIENHN IOJIMAIIIETHHOTO
oTOOpa 1O TIOAOBUTOCTH. OHU 3AJ0KUIM CEPUIO0 00PA3IOB CIy4alHBIX MATPHI] TIJI0OJOBUTOCTH [T
W3y4YeHHs] BApHAHTOB CYIICCTBOBAHWS B OJHOM JHUIUIOMJHOM JIOKyce oT 2 g0 6 ammeneid. Otu
UMUTAIAN TIO3BOJIMJIM TOJMYYHTh 19 pasmuuHBIX CTAaTHCTUK, OIHKCHIBAIONIMX B PaBHOBECHU

reTepO3UrOTHOCTD, CPEHIOO ITPUCIIOCOOIEHHOCTD U T.I1.
Omoop no mamepunckoil 1uHuU

B pab6ote (Gavrilets, 1998) mpemyioxkeHa W HUCCIEAOBaHA CEpUsl OJHOJOKYCHBIX JTUAIIICIBHBIX
Mozenel ¢ oT0OpoM MO MAaTEepPUHCKOW JIMHUH, T.€. ¢ TaKMM OTOOpOM, KOrJa MpPUCIOCOOJIEHHOCTD
OTJIeIbHOM 0COOM 3aBUCHUT (IOMHUMO APYrux (pakTopoB) OT PeHOTUIIa ee MaTepu. ITa padoTa sBIsSIeTCS
MIPOJIOJDKEHHEM CEPUU TEOPETUIECKUX MCCIIEJOBAHUH, B KOTOPBIX TIOKAa3aHO, YTO B Pe3yJIbTaTe 0TOOpa
M0 MATEePUHCKOW JIMHUM MOXKET BO3HHKATh OYEHb HWHTEPECHAs W WHOT/A MPOTHBOpEYAIas
WHTYUTUBHOMY MOHMMAaHHUIO SBOJIONMOHHAsA guHamMuKka (B ToM umcie, Cheverud, 1984; Kirkpatrick,
Lande, 1989; Lande, Kirkpatrick, 1990; Ginzburg, Taneyhill, 1994; Wade, Beeman, 1994). B nocnennee
BpeMsi TIOSIBUJIOCH OOJBIIOE KOJMYECTBO paboT, IMOATBEPKAAIONINX CYIIECTBOBaHHWE OTOOpa IO
MaTEpUHCKOW JIMHUU B PEATBHBIX TOMYIALNUSAX W JOKA3bIBAIOIIMX, YTO B PSJIE CIy4aeB TAaKOW THII
0oTOOpa MOXKET WrpaTh ICHCTBUTEIHLHO BaXXHYIO POJIb B HBOJIONUHU (Hampumep padoTsl Cheverud,

Moore, 1994; Wade, Beeman, 1994; Wade, 1998; Wolf et al., 1994). Cnencep (Spencer, 2003) BbIBEI
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HEKOTOphIe cBoiicTBa Mmoxaenu [aBpwierca (Gavrilets, 1998) W CpaBHWJI HX C pe3ylbTaTaMHu
WCCTIEOBAHUSL JPYTHX MOMYJIAIHOHHO-TEHETHYECKUX MOJIEJIEH OJHOJOKYCHOTO OTOOpa: OTOOp ¢
MOCTOSTHHBIMH TIpucIiocoOneHHocTsIMU (Hadeler, Liberman, 1975; Doebeli, de Jong, 1998), wacToTHO-
3aBUCHUMBI OTOOp B AMAUIETBbHOM JOKyce (May, 1979; Altenberg, 1991), MIOTHOCTHO 3aBUCUMBIN
0oTOOp B JMAIUICIIBHOM JIOKyce (Asmussen, 1979), oTOOp C NMOCTOSHHBIMU TPUCIIOCOOJIEHHOCTSMU B
NBYX IUAUICNbHBIX JIoKycax (Hastings, 1981; Akin, 1982), B3auMoACHCTBHME MyTallii U OTOOpa C

MOCTOSTHHBIMH TipuctiocobsennocTsiMu (Hofbauer, 1985; Burger, 2000).
O0HONOKYyCHAaA OuanieabHas Mooeb ¢ Mymauuamu

Cnencep wum Mapkc (Spencer, Marks, 1988) wu3y4mim CcHnocoOHOCT, OTOOpa 1O
KU3HECTIOCOOHOCTSIM TIOIJICPKUBATH OHOJIOKYCHBIH TOMMMOpP(GU3M Ha MpHUMEpE NIBYX MOJeNeH, B
KOTOPBIX TOMYJIALNNI0 OOMOApIUpPYIOT CEpHH MYTAIMid CO CIIydallHBIMH IMPHUCIOCOOJICHHOCTSIMU. B
OJTHOW W3 MOJEJNeH MOMYISANUs JOCTHTAeT PAaBHOBECHS, MOCIE YEr0 BO3HHUKAIOT CEPUU MYTallui; B
APYroil MOJENH MYTallud TPOMCXOIAT MapajuIebHO C JABMKEHHEM MOIMYJSIIMUA MO HANpPaBJICHUIO K
paBHOBecHIO. VIMuTaImsi TUHAMAYECKOTO TIOBEICHUS MOJIENM MPOM3BOIUTCS C MOMOIIBI0 METOAA
Mounte Kapmo. U3 pe3ynpTaToB  HCClEIOBaHUS  aBTOPhl  3aKJIOYAIOT, 4YTO OTOOp 1O
KHU3HECTIOCOOHOCTSIM JIETKO TTO3BOJIACT TOIYUUTh 6- WK 7-aJJIeNbHBINA TOTUMOP(H3M; B TO BpeMs KaK
MOHOMOP(H3M U HAUICIbHBIN moauMopdu3M penku. OOCykaaeTcs BONMPOC O TOM, KaK BO3HHKAET
MoHomopdusm. Crnenyromas padota (Spencer, Marks, 1992) mnpoaonKaeT HW3y4YEHHE BOIMpPOca O
CIOCOOHOCTH O0TOOpa MO JKU3HECIIOCOOHOCTAM MOJJIEPKUBATH OJHOJIOKYCHBIH monuMopdusm. B
JOTIOJTHEHUE K PaHee MCCIEOBAaHHBIM MOJICIISIM CICNIaHO MPEIIOJIOKEHNE, YTO TOMYIISIUI0 aTaKyloT
cepuil MyTauii, MPHUCIOCOOICHHOCTH KOTOPBIX 3aBUCST OT TPUCTIOCOOIICEHHOCTH POJUTEIHCKOTO
ayuienst (CyIIECTBYIOIIEro B IOIMYJSIMH, OT KOTOPOTO MpOM30IUIa MyTamus). Paccuer ammenmbHBIX
9aCcTOT W MPOIIECC MyTallUi MTPOU3BOIATCS OJHOBPEMEHHO, YTO TTO3BOJISICT SIMMHHAPOBATH MYTAIllUU B
mpolecce eCTeCTBEHHOro 0oTOopa. Takue MoAend TO3BOJSIOT IMOJYYHTHh OYEHb BBICOKHU YPOBEHB
noJmMopdu3Ma - BIUIOTH 10 38 amieneil B OTHEIBHOM CIydae; 4YacTOThl JaXKe JICTAIBHBIX B
TOMO3UTOTHOM COCTOSIHHM aJuIeleld MOTYT JOCTHTaTh YAMBHUTEIHHO BBICOKOTO ypoBHs. lIpoBemeHo
CpaBHEHHE MOJyYCHHBIX PE3yJIbTaTOB C TEOPUEH HEHTPATBHOCTH, TIPEAIIOIIATaeTCs, YTO HEOTBEPKCHUE
HEHTpaIbHOCTH Ha OCHOBe Tecta lIBeHca-BaTTepcoHa Henb3s CYMTATh OYEBHUIHBIM JUISL TEOPUHU

HEUTPaAIbHOCTH.
Heckonwvko nokycos

C nmomo1pI0 MeTo/1a BO3MYILEHUN XaCTHHI U3Yy4UJl CTPYKTYPY PaBHOBECHH B JIBYXJIOKYCHOM
TUAJUIETFHON MOJENN MOMYJISIIUA C BRICOKMM ypoBHEM camoomnbuieHus (Hastings, 1985a); onpenenui
paBHOBECHME B JBYXJOKYCHOW JMaUIeIbHOM MOJEINM CO CBEPXJOMUHAHTHOCTBIO U  CIaObIM
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snucrazucoMm (Hastings, 19856); uccienoBag paBHOBECHE B JETEPMUHHPOBAHHONW MYJIbTHIIOKYCHOM
MOJIENIU C AUCKPETHBIM BpeMeHeM U cialObiM snucrazucoMm (Hastings, 1986). ['umencdap0 (Gimelfarb,
1989) paccmatpuBeT MOJENb dIIMCTA3Uca, T.€. CUTYallMU, KOTAa BIIMAHUE HECKOJBKUX I'E€HETUUYECKUX
JIOKYCOB aJIMTHBHO OTIPENENISIeT HEKOTOPBIA KOJMYECTBEHHBIN MpU3HaK. VcciemyeTcss BO3MOKHOCTD
MOJUICPKAHUSA TEHETHYECKOTO0 Pa3HO0Opas3usi MpH MOJWIOKYCHOM CTaOWIM3UpyromeM otbope 0e3
MyTanuii. VM3ydeHbl MOAEnM C JBYMs, TpeMsl M YETBHIPbMS IHAIUICTBHBIMH JIOKycamMHu. B pabore
(Zhivotovsky, Feldman, 1992) mpemyioxkeHa MOJCNb CTAOUIU3HPYIONIEr0 OTOOpa MO MOJHUIOKYCHOMY
MIPU3HAKY, C IETBI0 TI0Ka3aTh BO3MOXKHOCTH TOJIEP)KAaHMs YCTOMUMBOTO aJUIEIFHOTO MOJIMMOpdu3Ma
¥ HEpaBHOBECHS IO CLEIUIeHUI0. PaccmarpuBaercss MpU3HAK, Ha KOTOPBI OKAa3bIBAIOT BIUSHHE
HECKOJIPKO JIMAJUICIBHBIX ayTOCOMHBIX JIOKycOB. OTOOp HIET 1O TeHOTHIIaM B KBaJpaTHYHOM
craGumsupyomeM pexnme: w(x) = 1 - s(x - 0), Tie x - 970 HeKOTOpoe (GEHOTHITHIECKOE 3HAUCHHE
npu3Haka (Y4uThIBaIOLIEe ClyyaliHble U3MEHEHUs OKpYXKarollel cpeibl), 6 - onTUManbHblil heHoTun
(B KOTOPOM IMPHUCIIOCOOIEHHOCTh MaKCUMaibHast), mapamerp s > 0 - Mepa UHTEHCUBHOCTH 0TOOpa (ueM
Oonbiie s, TeM cuibHee OTOOp B HampaBieHuu 0). IlokazaHa BO3MOMKHOCTBH CYIIECTBOBAHUS

YCTOMYHMBOTO MHOTOJIOKYCHOTO MOJIUMOp(}HU3Ma IIPH TAKOM PEKUME 0TOOpa.

Takum 00pa3om, HE CMOTPS Ha CYIIECTBOBAHHUE OOJIBIIOTO KOJMYECTBA pabOT B 3TOM 00JacTH;
a TaK )K€ HECOMHEHHYIO PEaJIbHOCTh INIOTHOCTHO-3aBUCHUMOM COCTABJISIIOIICH €CTeCTBEHHOro 0TOO0pa;
MOJI€NIb MOJMAIIEIIBHON MOMYJISIUU C IUIOTHOCTHO 3aBHUCUMBIM OJHOJIOKYCHBIM OTOOpOM oOcTajiach
HEHCCJIEIOBAHHOW J1a’kKe€ B MPOCTOM JAETEPMUHUPOBAHHOM ciiydae. M3ydeHne mociaeACcTBUil JeHCTBUS
TaKoOro THUIa 0TOOPA B OJHOM IOJIMAJUIETIBHOM JIOKYCE, a TaK)KE BBISIBIICHUE YCIOBUMN CYLIECTBOBAHUS

T€HETUYCCKOTI'O HOJ'II/IMOp(bI/ISMa SIBIISICTCS 3aJa4uei HACTOSIIEr0 NCCICIOBaHMS.

PaccmoTpuM Mopenp MONMAUIETBHOW MOMYJSIMUM C IUIOTHOCTHO 3aBUCHMBIM OTOOPOM.
[Ipenmnonoxum, Ob110 ABa ayuiens: 4 U a, IPUCIOCOOIEHHOCTh T'e€TEPO3UTOThl Aa HAXOAUIACh MEXKIY
MPUCTIOCOOIEHHOCTSIMU TOMO3UTOT A4 U aa, To ectb MinN(K 44, Kuy) < Kqq < max( Ky4,Kuq ). TosiBUIICS
TpeTuil ajienb (YToObl HE 3alyTaThCsl B 0003HAUEHUSAX, HA30BEM €ro MPOCTO «3»), UeTBEPTHIN U T.I.,
m-HbIi. [lycTh ManbTy3uaHCKui mapaMeTp roMO3UroThl, 00pa30BaHHON BHOBb MOSBUBIIUMCS aJlJIeIeM
R;;, OoJbllle MaNIbTy3MAHCKOTO MapaMeTpa KaKJOU U3 YK€ CYIIECTBYIOIUX TOMO3UIOT: R;>R;, eciu i
> j. IlapamnensHO paccMaTpuBacTCs CUMMETPHYHBINA CiIydau, Korna R; < Ry, ecim i > j. Kpome Toro,
IpernoaraeM, 4yTo Bce rpaduku QyHKIUN NPUCIOCOOIIEHHOCTH MEPECEKAIOTCS B OJJHOW TOUKE — X ¥,
T.€. Wi(x™®) = wu(x™), {i, j, k& [} = 1...m. Cnenaem ele 0JHO CHJIbHOE MPEAINOJIOKEHUE — IUNHAMUKA
MIPUCIIOCOOJIEHHOCTH JII000M M3 TETEPO3UTOT TAKOBA, YTO €€ OMUCHIBACT (PYHKIMS Wy,(x). Mcrionb3yst

CJIeYIONIMI BUI COOTHOIIEHNH Xapau-BaitnOepra:
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2 2 m-l \2
Qua =4 > 95 = 2‘]1'6]‘,' P P i=1 q,)" > (1.5)
JMHAMUKY TIOTYJIALUK OTIUILIEM CIEAYIOMEN CUCTEMON ypaBHEHH:

xn+] = ann
Qina = ‘]1,n(W11‘]1,n +Ww,, (l_ql,n))/wn
: (1.6)

qm—],n+] = qm—],n (W(m—l)(m—])qm—] n + WAa (1 - qm—],n ))/ Wn
m—1
qm,n = 1_ Zi:l qi,n

rac n - HOMEpP MOKOJICHUS, X, - YUCIICHHOCTD IMOITYJIAHUU B 71-OM IMOKOJICHUH

¢i; —4acToTa [ —OT0 aJuIelis, TAe | MpUHUMAeT 3HaueHus: {1,2, ... m}, | COOTBETCTBYET aJIEIIO «A», m

— «a», cneayoue amenn OyaemM o003HadaTh mpocto nudpamu — 2, 3 u T.11.;

W, =w 1‘]12,n + sz‘]%,n +...+ w(m_l)(m_l)q,zn_l’n + Wy iqi,n (1-¢,,) - cpenuss MIPUCTIOCOOICHHOCTh
i=1
MOIYJISILIUY B 71-OM ITOKOJICHUHU.
ITycTh mpuCOCOOIEHHOCTH M€HOTUIIOB AKCIIOHEHIIMAIBHO 3aBUCST OT YUCICHHOCTH!
wi; = exp(Ri(1-x/Ky)), (1.7)
rae R;; — ManbTy3HaHCKHH, a K;; — peCypCHBIN ITapaMeTp T'€HOTHIIA ij - COOTBETCTBEHHO.

1.2.1 Cmayuonapnvie moyuxku nOIUANNETbHOU MOOENU U YCTI06US UX YCHIOUYUBOCIU

Ananornuno wmozenu (1.1) mis amannensHOro ciydas cucrtema (1.6), omuceiBaromas
JUHAMHKY TOJUAJJIEIbHON HOIMYJALKUNA, UMEET 7 MOHOMOMOP(HBIX CTallMOHAPHBIX TOYeK: ¢; = 1,

OCTaJIbHBIE ¢; PaBHBI HYIIIO, X = Kj;, '/ie | IpUHUMAaeT 3HaueHus: {1, ..., m}.

[TokazaxxeM, uTo MOHOMOp(dHOE paBHOBecue {q; = 1, x = K;;} ycTONYMBO, €CIU BHIIOJHEHBI

yeaoBust: {0 < R;<2, Ki> Ky,}.

3anumem B oO0meM BHJAE YCJIOBUS YCTOMYMBOCTH paBHOBecwit cucteMbl (1.6):

‘k I-\ <1,i =1,...,m. CoOCTBEHHBIEC YHCIIa CHCTEMbI HalIeM, PEIINB XapaKTEPUCTUUECKOE YpaBHEHHE:!

wexw oA oxw' ww,
GF. FraR.-A o GRa. |
: . . : - Y (1.8)
qm—lEn—l X qm—lFm—l 4 - F ot qm—l E11—1 Im-1 /1
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_ Wiy T Wy, (1- qi,n)

Wn

rae F,

in

Js paBHOBecust ¢ =1, X =Ky w=1;¢;=0n F;, =w,,(x=K,,,) s Bcex i ot 1 no (m -

1); Torna xapakrepuctuueckoe ypaBHeHue (1.8) MOKHO ynmpoOCTHUTb:

1 + Kmmw_}x ‘_/1 Kmqul ‘ o Kmqumf] ‘
0 w,(x=K, )-4 0 o
0 0 ceow, (x=K,, )-4

=>1+K, w'"-Dw, (x=K, )-A)-(w, (x=K, )-1)=0

R > R R
= ' AA aa 2 33 2 m—lm—1 2
Wx - _(K WAAq] N + K Waaqm,n + W33q3,n teeet Wm—lm—]qm—],n +
AA aa 33 m—1m-1
R m R

Aa ' _ mm
+ Waa £y Din (1 4, ))Wx 4=l = %

Aa mm

OxoHYaTeabHBIA BUJ XapaKTEPUCTUUECKOTO0 YPABHEHHUSI MOHOMOP(HOTO PaBHOBECUS ¢ = 1, X = K,y

CHEAYIOIIUI:

(=R, =), (x=K,,) = A)+-(w,, (x=K,,) = 2)=0.

Urak, craumonapHas Touka ¢, = 1, x = K, ycTOW4YMBA, €CJIU BBIIIOJIHEHBI YCIOBUS:

0<Rum<2, Kym>Kua

YcnoBus yCTOMYMBOCTH JUTsl APYTUX MOHOMOP(HBIX PAaBHOBECHM MOYKHO TIOJYYUTh aHAJIOTUYHO:
0<R;i<2,Ki>Ku

Kpowme toro, cucrema (1.6) MOXKeT UMETh MOJUMOP(]HBIE CTALIMOHAPHBIE TOUKH Pa3MEPHOCTU

k: T.e. B 3TUX PaBHOBECHSIX YaCTOTHI POBHO k ajuieneil HeTpUBUAJIbHBIL:

k .=
zjzlql] _17

ql-j;to,l_jsk' (1.9)
ql-j =0,k<j<m

A

UucneHHOCTh MOTMMOP(HOTO paBHOBECHS Pa3MEPHOCTH k OTIPEIEISICTCS U3 YPaBHEHUS:

34



k _
oo E_ (v =wyg4)
(I-wy,) = Ll :Hk: (W1, =W 4q)° (**)
j=1 WYi.].7Wyq =l
J'J

a HETPUBHUAJIbHBIC YACTOTHI AJUIEIICH U3 CIEAYIOIIEH CUCTEMbI YPDAaBHCHUM:

q ; = _WAa

i

k Wlklk -~ W da
1 WAa

q =

1 — w

. — Aa

Tig _1 7 W

g —1ig -1~ " Aa

JUis  KaxJ0ro Takoro paBHOBECHUS HMMEET MECTO CHCTeMa YpaBHEHMH, oOecrednBaromas

CTallMOHAPHOCTh 3HAYCHU .

w =1
Wllllqll +WAa (l_qll)zl
: =
Wi _qig_19ig_y T Waa 1= dy )

T.k. zk Vi = 1, QHAJOT YpaBHEHWs (+) VI ONPEACIICHHUS CTAHOHAPHOW YHCIICHHOCTH MOXKHO
J=E20

MIOJIyYUTh, CIIOKHB IpaBble 4acTU BceX ypaBHeHUH cuctembl (1.10) u mpupaBHSB HOJydEeHHOE

BBIPAKCHHUEC K CAUHUIIC!

l_WAa n l_WAa ot l_WAa
Wllll _WAa WZ2Z2 _WAa Wlklk _WAa

=1.

ITockonbky Bce wj; IepeceKaroTcs TOJbKO B OJHOM TOYKe — x* (a OHa, B 00IEM cilydae, He SIBJISIETCS
CTarMoHapHOUW TOouykoW Mozenu (1.6)), TO, UCKIIOYMB €€ W3 PACCMOTPEHHUsS, MBI MOXEM CUUTATh

3HaAMEHATEIN 3TOTO YPaBHEHUS HE PaBHBIMU HYJII0. TOT/1a MOJIyduM ClIeyromiee ypaBHeHHE (**).

JlokacxkeM psifi  YTBEp)KICHHM, KacarolIMXCsl YCIOBUH CYIIECTBOBAHMUS IOJIMMOPGHBIX

paBHOBECHIl pa3MEpHOCTHU K U UX yCTOMYMBOCTH.

Ymeepoicoenue 1.3: monumMop(HBIX CTAIMOHAPHBIX TOYEK Pa3MEPHOCTH A, BKIIFOYAIOIIUX

aJjuIelb a, HeT.
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Hokazamenbcmeo: MycTh X = & - KOPSHb ypaBHEHUS (x+). Ecim w, (x = &) < wy(x = §), TO 18

JIFO0O0T0 ajmnenai #a u BXOIAIICTO B COCTAaB pacCMaTpuBacMoro HOJ'II/IMOp(bI/ISMa BBIIIOJIHACTCA

wii(x = &) > wyu(x = &), Torma cormacuo cucteme (1.10) mbo g, < 0, mubo ¢g; < 0. T.e. cranmonapa Her.

B cnyuae, xorma wy(x = &) > wyu(x = §), ToKe MOTYyIMM HEKOPPEKTHYIO KOHIICHTPAIMIO XOTs ObI

OJIHOTO W3 aJljieliel, T.€. TAKOro MOJIMMOP(HOro paBHOBECHS HET. Y TBEPXKACHUE JOKA3aHO.

Ymeepowcoenue 1.4: cymectByeT moiuMopdHas CTallMOHApHAs TOYKa Pa3sMEPHOCTH k, HE

BKJTFOYAIOIIAs aJUIeNlb @, MPUYEM €€ YHUCIECHHOCTh MPUHAIICKHUT OTPe3KY (K., minkKj;) — ecnu Ky, <

K4, i (maxK;, Ky4,) — ecu K> Ky,

Jloxazamenbcmso: B paMKax HaIllell 3aJadd BCETO BO3MOYKHO YCTBIPEC pa3JIMYHBIX BapHaHTa

pacrpeiesIeHus] peCypCHBIX napameTpoB reHOTHNOB: x™* < K, < Kyq < Kyu < K22 <...< Kpm-1)im-1); Kaa <
Kuo < Kya < Koz <..< Kpn-tyim-1) < x*; x* <Kpo<...<Kpm-1)im-1) <Kuu <Ko <Kaa; K22<...<Kpm-1)im-1) <Kaa

<KAa <Kaa <x*,

1) x*<Kui<K4a<K44<K»<...<Kpm-1)m-1) IlycTb X = £ - KOpeHb ypaBHEHUS (++), | BBLIOUPAEM TOJIBKO

U3 ajuienieil, BXOAAIMX B pacCMaTpUBAaEMbIi TOJIUMOPPU3M.

- Ecmm & < x* 10 wye(x =) > 1w Wii(x =&)< W 44 (x =&) . Torma m3 cucrems! (1.10)

w. —1
cienyer, uto ¢; > 1,1k 1—q; =—"——<0.

Wit =Wyq

- Eomm x¥<C<Kys, T0 waolx = ) > 1 1 wy(x=8)>w (x=E). Torma us cucremer (1.10)

cienyer, uro ¢; < 0
- Ecmu K4,<€E<minK;.(31ecb MUHUMYM O€peTcs TOJIBKO MO k ajulesisiM, BXOJSIIMM B JaHHBIN
OJMMOPGU3M), TO W4 (Xx=E)<I u wi(x=E)>1. Torma u3 cucremsr (1.10) crenyer, uro q; > 0,

Wii -1

kpome Toro, ¢; <1, Tx. l-¢q; = >0 . T.e. sToMy KOpHIO ypaBHeHUs (**)

Wii = WAa
COOTBETCTBYET KOPPEKTHBIM HA0OP TeHETHIECKUX COCTABOB.
-  Ecnu minK; <g (t.e. £ Oouiblie X0Ts ObI OJJHOIO U3 PECYPCHBIX ITapaMeTPOB pacCMaTpUBAEMBIX
k TeHOTHNOB), TO W4 (x=E)<] M cylecTByeT TakoW aiiens j, g Kotoporo wix=£)<l, a
ciieioBaTeNbHO ¢;> 1. T.e. cTanoHapa ¢ TaKOM YUCIEHHOCTBIO HE MOKET OBITh.

AHAJOTUYHO MOXKHO JI0OKa3aTh YTBEPXKJICHHE O PACIOJIOKEHHWU YHCICHHOCTH MOJIUMOPGHOTO

PaBHOBECHA OTHOCUTCIIBHO PECYPCHBIX MapaMETPOB MJIA TPEX OCTABIINXCA BAPpHUAHTOB.

JlokaxxeM, 4TO ypaBHEHHE (x+) UMeeT KOpeHb Ha oTpe3ke (K4, minKy) — ecmn Ky <Ky, - Uam

(maxK;;, K4q) — ecma Kyo>K 4,
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Beenem o603HaueHMs 17151 JICBOM M MTPaBOM YacTel ypaBHeHuUs (**):

k Hk W —W
(D(X)Z(I—WAQ) > 1:1( 11 Aa)
J=1 Y= W%4a (1.11)

y () =TT (W = w 40).

Torpa Touka nepecedenus rpadukoB yHKIUN @(x) 1 Y(x) OyaeT UCKOMBIM KOpHEM ypaBHEHUS (**).

Ilyctb K;<K4,. OuieHuM 3HaueHus: GyHKuud @(x) 1 y(x) Ha KoHLAx uHTepBana (K, minkj;):

Waa(x=K4a)=1, w;;(x =K 4,) > 1 = {0( x=K42)=0, y( x=K4,)>0} = w(x=K4s) > 0(x=K4q).

I[Iyctp min K; . =K. .,
i i

TOT 1A
v (x = Kl-ll-1 )=(- W 44 )(Wi2i2 - Wy, ) (Wikik - Wy, ) CpaBHuM 3HaueHUs (QYHKIUH

¢@(x) 1 y(x) B 3TOM TOUKE:

k _ k _
i lel(wilil W) K lel(wilil W)
+ X )=(1_WAa) 2z
J=2 Yii Y4a J=2 Yii Y4a
J' J'

T.e. (p—y) |K. | S0 = 0(x= Kilil )>y(x= Kl-ll-1 ), a TOCKOJBbKY (pyHKUIMU @(X) U Y(X) HEIpepbIBHbIE

1M

Ha oTpe3ke (K44, mink;;), TO OHM UMEIOT Ha HEM TOUKY IIEpEeCEeUCHHUSI.
Ilyctb Ky0>K4qa. Oiennm 3HaueHus GyHKIUM @(x) 1 y(x) Ha KoHIax uHTepBana (maxKi;, Kiq,).

HYCTB max Ki g :Ki i

i kk,Wijij(x=Kikik)S1,WAa(x=Kikik)>1,
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o,y > Oa((/) _l//) |K
l

o,y < Oa((/) _W) |K
1

; >0 = ¢ >y,eciu k — uetHoe
k'k

< 0= @ <y ,ecnu k — HeueTHOE (1.12)

kik

Ha npaBoM koHIIe HHTEpBana Wijij (x =K )<Lwy,(x=K4,)=1= ¢(x=K4,)=0,

|

v(x=K,4,)<0,= ¢ >y ,eciu k — HedeTHOE

v(x=K,4,)>0,= ¢ <y ,ecin k — 4erHoe

(1.13)

N3 (1.12) u (1.13) u HenpepriBHOCTH GYHKIHUH @(x) U

K
I

K
aa

KAa

y(x) Ha otpeske (K, minkj;) ciemyer, 4TO OHH UMEIOT

Ha HEM TOYKY [epeceyeHUsl.

Pucynok 1.9. B3auMHOe pacrionoxeHue
PECYPCHBIX TIapaMETPOB TE€HOTHUIIOB U
YUCJIICHHOCTH MOJTUMOP(HHOTO

DAaBHOBECHS.

YTBepxkIeHUE JOKA3aHO.

OneHuM KOJIMYECTBO MOJIUMOP(HBIX paBHOBECHI

pasmepHoctd k. Bynem BbeiOMpath & pasnuuHbix amwieneit u3 (m - 1), T.K. ajUiedb a HE y4acTBYET B

m

nonuMopdusmax. Ilomyunm ck paBHoBecuil. T.e. moxens (1.6) Bcero wumeer Zkz_zlc,ﬁ_]

m—1

MOJIMMOP(HBIX CTATMOHAPOB PA3HOTO YPOBHSI.

Hccnenyem Ha yCTOMYMBOCTH CTAI[MOHAPHYIO TOYKY, B KOTOPOM TEPBBIE k 4aCTOT ayuieneit
HETPUBHAJIbHBIE, OCTalbHBbIE — TpuBUaNbHbIe: ¢#0 musa i=0,....k; ¢=0 ms i=k+1,...,m. Tlepenuimem

Xapakrepucruueckoe ypaBHeHue (1.8) 11 3Toro paBHOBECHS:

1+ %% - b b 0 0
x 9, q,
94" « 1+qllql_’1 qulqk 0 0
— ' — ' — ' :0
[ kg, 9 b g, 0 0
0 0 0 Fo o =% 0
0 0 0 0 F o =4

Ymeeporcoenue 1.5: Ecnu K., > K44, 1 pazMepHOCTb NOJUMOpP(GHOTO paBHOBecus k < (m-1), T0 31O

PaBHOBECHE HEYCTONYMBO.
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Jloxazamenbcmeo: u3 MNPUBCACHHOI'O BBIIIC XapaKTCPUCTHYCCKOTO YpaBHCHHA MOXHO Cpasy

ompenenutb (m-k-1) COOCTBEHHBIX YHCEN pacCMaTPUBAEMOIl CTalMOHAPHOW TOYKU: A; =F; |
i=k+1,...,m-1. B paBHoBecun F; =wy,(x=&)>1, 1x. & < Ky, T.e., cymecTByer XoTs ObI OJHO

1

cOOCTBEHHOE 4YHrCJI0, MOOYJIb KOTOPOTI'O OoublIIe CAVMHUIBI, YTBECPKACHHUEC JOKA3aHO.

Ymeepowcoenue 1.6. Ecnm K,, > Ky, TO x0T OBl (m-1) COOCTBEHHOE 4YHCIO TOJUMOPGHHOTO

CTaloHapa pa3MepHOCTH k = (m-1) 1Mo MOIyJII0 MEHBIIIE €ANHUIIBI.

Jloxazamenbcmeo.: B 3TOM cjydac TpI/IBI/IaJ'IBHOI\/’I OKa3bIBA€CTCA TOJBKO YaCTOTa aJlICIsd a, 4aCTOThbI

APYTUX ajulelied OTIMYHBI OT Hyis. IlocuutaeM HEKOTOpBIE MPOW3BOJIHBIE B ATOW CTAllMOHAPHOMN

TOYKE:

Wy, = 2W;q; +2w4,(1=2¢;) = 2wy, =2g; (Wit =2W4a),

! !

_ . -
Fi‘]i =Wi =Wy, _qu-’ Fi‘]j __ij

T.e. 11 HaX0X/IE€HUSI COOCTBEHHBIX YHUCEI MOJIMMOP(GHOrO paBHOBECHS B 3TOM cllyyae HEOOXOIMMO
BBIYMCIUTh JIETEPMUHAHT MATPULIbI PAa3MEPHOCTU mXm, BCE OJIIEMEHThl KOTOpPOl HEHYJEBBIE.
[IpuBenem matpuily kK OoJiee MPOCTOMY BHUAY, JJIS 3TOIO YMHOXKHUM IIEPBYIO €€ CTPOKY Ha ¢i/x U

CIIOXHM €€ C i-Oi CTPOKOH (i UBMEHSETCs OT 2 JI0 1), TOTYUHM:

ay; =1+xw, =2,
ap dip 413 ot dip o,
ayp ap 0 - 0 “i _qui’ -
‘J‘: asy 0 asj 0 0 :O,FHC an :q[F;‘x'i'&(l'i'xw;c_;\')a
. . 0 . . ’ x
aj =1+ G;iF; q; + qiwg, —h =1+ q;(w; =wy,) = A,
a0 0 a,, =2, (m—1)

Tenepp ecnu MooyepeHO BbIUMTATh U3 MEPBOrO CTOJIONA MU3MEHEHHON MaTpuilbl 2-0oi, 3-uil u T.1.

CTOJIOLBI, YMHOKCHHBIE HAa KO3(DGUIMEHT a;;/a;;, TO B TIEPBOM CTOJIOIC BCE JIEMEHTHI, HAUMHAs CO

BTOPOT0, CTAHYT HYJ€BBIMU. [[09TOMY XapaKTepUCTUYECKOE YPAaBHEHUE MOKHO 3aIIMCaTh TakK:

‘J‘ = f('])(1+ql(wll _WAa)_7\')"'(1+qm—l(wm—lm—l - WAa)_Q\') =0 (114)

W3 ypaBuenus (1.14) moxHO Haiitu (m-1) coOCTBEHHOE 3HAuY€HHE MOJUMOP(GHOTO PAaBHOBECHUS.

[Tockonbky K,;,>K 44, TO B CTAIIMOHOU TOUKE Wa>Wii => A; = 1+qiwi-waa)<1, (i=1,...,(m-1)).

Joxaxewm, uro A; > —1. Jlyist 910T0 NOACTaBUM B (QOPMYITY BBIPOKEHHE JUIS ¢; B CTAMOHAPHOMN TOYKeE:
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1-w
A=l A (e —w, V=2—wy,, i=1..(m-1). (1.15)
Wit = Wyq

Haiinem orpannueHus Ha 3HAYEHHUE Wy, B CTAIIMOHAPHOUN TOUKE U3 YPABHEHUS (++).

mE_ Wi =wyy)

k
(I-wy,) X
Jj=1 Yji™W4a

J1J1s1 5TOTO BBITIOJIHUM PsiZT TPeoOpa3OBaHMI:

k -
Hl — l(WZZ WACZ) :ch:]((wll —1)+(1_WAa ))

j=1 Wi 7Wyq

k
A=w g A=W ] T =w10) + (W11 = W,1) (W23 = W4 ) — (W | =Dy = 1))
i3

3
T T =40+ e =1 )41 = W40) - Wiz = Wa) =Wy =D+ (1.16)
i=4

k
Wk = D)0 1= W) Wit =Waa) =01 =D Wy D) =] J0w3; =D
i=1
Ilycte k — yeTHOE, TOrAa mpaBas yacTh ypaBHeHHs (1.16) Gosbliie HYAS U MEHbIIE €IUHULIBI

(T.x. w;<1). Ilyctp wy, >2, ToTHa B JIeBOM 4dactu ypaBHeHHUs (1.16) B ckoOkax mepBoe ciaraeMoe

k

(I-wy )] [(W; —wy,) MeHBIIE MHHYC —EIMHHIBI,  CICIOBATENBHO, J&KE MPOHM3BEICHHE
i=3

k
(1—wAa)2H(wii—wAa)>1 , OCTAJIbHBIC WIEHbl CyMMBl B CKOOKAaX BCE MEHbILIE HYIA, O3TOMY
i=3

k

BBIpa)KEHUE, CTosiliee B JIeBOM yacTu ypaBHeHus (1.16) Gousbiie, yem (1—w Aa)2 [Twi—wya)- Te.
i=3

JieBasi 4acTh YpaBHEHHUs OOJIbIIE EAWHMIIBI, a TMpaBas — MEHbIIe. [IpUmmm K MTpOTHBOPEUHIO.

CrnenoBaTenbHO, B PABHOBECHH JIOJKHO OBITh Wy, <2.

[lycth k — HeueTHoe, Tora npasas yacTb ypaBHeHUs (1.16) MeHble HY/IS U 0O0JIbLIE MUHYC €IUHUIIBI

(T.x. w;<l). [lpeamonoxxum, 9410 Wy, >2, TOrAA B JIeBOK dactu ypaBHeHus (1.16) B ckoOkax mepBoe

k
cmaraemoe  (1—wy, )[](w; —w,4,) OOnble eIMHMIBI, CICHOBATENBHO, HX [POM3BEICHHE
i=3

k
(I=wy, )ZH (w;; —wy,) <—1, ocranpHble YJE€HBI CyMMBI B CKOOKax BCe OOJIbIIE HYJIs, IOITOMY
i=3
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k
BBIpaKEHHE, CTOsIIEE B JIEBOM yacTu ypaBHeHus (1.16) Menbie, yeM (1 —wy, )ZH (w;; —wy,) . Uraxk,
i=3

JICBAasA 4aCTb YpaBHCHHUA MCHbBIIC MHUHYC CAWHHUIBI, a IIpaBas — 6OJ'IBIHC, IMpUIJIA K IIPOTUBOPCHUIO.

CrnenoBaTenbHO, B PABHOBECHH JIOJKHO OBITHh Wy, <2.

Wrak, nokazano, uto (m-1) cCOOCTBEHHOE YHCIO TOJUMOP(GHOTO CTAIMOHApa IO MO0

MCHBIIC CAWMHUIBI, KPOMEC TOT'O, OHH ITOJIOKUTCIILHBIC.

Ymeepowcoenue 1.7: Ecmu Ky, > Kz, TO mOTUMOpPQHBIC CTAlMOHAPHBIE TOYKH Pa3MEPHOCTU k

HEYCTOWYMBBI.

Hokaszamenbcmeo: paccMOTPUM cCiydald, KOrJa pa3MEpHOCTb MOJIMMOP(PHOrO0 paBHOBECHS paBHA

(m-1); cnenoBaTeNbHO MaTpHlla B XapaKTEPUCTUUYECKOM YpPaBHEHUM HE COAEPKHUT HYJIEBBIX
a5ieMeHTOB. Bocmosib3yemcsi XapakTepucTHdeckuM ypaBHeHueM Buaa (1.14), mnosiyueHHbIM B
NpeABIIyIeM JO0Ka3aTeabCTBE.  3amuiieM BbIpakeHue Juisi  (m-1) CcOOCTBEHHBIX  UYHCEN

paccMaTpuBaeMoOro paBHOBECHS:

I-w
— P — Aa —
A =1+q(wy; —wy,) =1+ (Wi =Wya) =2-wy,
i ~Waa
,i=1..,(m-1).
K K ' E K N B astom cnywae crammoHapHas YHCICHHOCTH OOJIbIIE
aa Aa ii

3HaueHus Ky, W, cnemomarenbHO, Wy, <1. Ilomydaem,

Pucynoxk. 1.10 BzanmHoe pacnosioxenue .
yro A;>1 w craimoHapHas TOYKa HEyCTOHYHMBA.

PECYPCHBIX ITapaMETPOB I'CHOTHIIOB K
YHUCICHHOCTH NOJIMMOP(HOTO YTBEPKICHUE TOKA3aHO.
paBHOBECHS.

Tenepr mycth 1<k<(m-1). PaccmoTpuMm ciry4aii, Korga moJMMOp(hU3M COCTABISIOT A TEPBBIX
ajuteniedl (OCTambHBIE BapHAHTHI CBOJATCS K 3TOMY IMPOCTOM IMEPECTAHOBKOW CTPOK M CTOJIOIOB B

Matpuie J). XapaKTeprucTHIecKoe YypaBHEHHE B TOM CITy4ae BBITIISIUT TaK:

SN+ g1(wiy =wyg) =) (I g (Wi =Ww40) = M) (Fyy = 1) (Fpy o =2) =0 (1.17)
Hcnonw3ys Beipaxenue (1.10) nns g; B nonumopdrHom paBHOBecuw, u3 (1.17) nomydaem:
N=1+q,(w; —wy,)=2-wy,>1,i=1..k.

CnenoBatenbHO, CTAIIMOHAPHAS TOYKA HEYCTOMYMBA, YTO U TPEOOBAIOCH TOKA3ATh.
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1.2.2 OcHnogHnblie pe3yibmantvl UCCA€006AHUA NOTUANIENbHOU MOOEU

OCHOBBIBasICb Ha pe3yjbTaTaX IOWUCKA W HCCIEJOBAHUS HA YCTOWYMBOCTH CTAI[HOHAPHBIX
TOYEK MOJIENH MOJHAJUICTHHON SKCIOHEHIIMAIBHO JIMMHTHPOBAHHON MOIYJSIINH, MOXHO OXKHIATh
CIEAYIOIYI0 IMHAaMHMKy. Ecim B mpolecce 3BOJIONMM MOSBISIOTCS HOBBIE aJUIENM, HUMEIOIIUE
HauOOJBIIYI0 MPUCIIOCOOIEHHOCTh B TOMO3UIOTHOM coctossHuu (Tabmuna 1.2, cronbery 2), To B
PaBHOBECUH TOMYJISIHS OJHOPOJHA IO TEHETHYECKOMY COCTaBy (B 3aBHCHMOCTH OT Ha4allbHBIX
YCIIOBHH, TO-BUAUMOMY, 3aKpPEMHUTCS OIUH W3 «HOBBIX» ajlieliell), ee YHCICHHOCTh MOJXET Kak
HaXOJUThCSI Ha CTallMOHApHOM YypoBHe (pucyHok 1.11 a) (ompexpensieMoM 3HAYE€HUEM PECYPCHOIO
rapaMeTpa 3aKpenuBLIErocsi T'€HOTHIIA), TaK W HUCHBIThIBaTh Kojiebanus (pucyHok 1.11 0) — B

3aBUCUMOCTH OT BEJIMYUHBI COOTBETCTBYIOIIET0 MaJIbTY3HAHCKOTO ITapaMeTpa.

Tabmmua 1.2 CrauvoHapHble TOYKH MOJETH MOJIHAJUIETBHON MOIMYJSIUU, OLUEHKU WX 3HAYEHUH U

YCTOWYHUBOCTH.
K,.,>Ki,>Ki4> ... K, <K, <K4<...
CranuoHapHble TOUKH
cee > K1) m-1) e K1) m-1)

1. m MoHOMOp®HBIX | ¢,=1, x=K,, — ycronuusa, | g,=1, x=K,, —
CTallMOHAPHBIX TOYEK: ¢;=1, x=Kj;. | ecin R;,<2; HEYCTOWYHNBA.

qi=1, x=K; — HeycroulumuBsl, | ¢;=1, x=K; — ycTou-

st moboro i=1..(m-1). yuBa, ecim R;<2, i

moboro i=1..(m-1).

2. Tlomumopdusie cranuoHapHbie | UNCICHHOCTD HaxoauTcs | YUCIEHHOCTh HAXOAUTCS
TOYKH pa3MepHOCTH k: | mexny HauOOJBIINM | MEXKTY Kua u

YUCJIEHHOCTh  OmNpenensercs U3 | 3HaueHueM u3 K; u Ky, | HAUMEHbIIUM

ypaBHeHUs (x+), kK HeTpuBHUAIBHBIX | HeycTOHYMBEI Bce | 3HaueHueM u3 Kj;. Bce
4acTOT  ajuienei, oO0pa3yroluX | CTallMOHAPHBIE TOYKH | MOJTUMOpP(HBIE
JNaHHbIA moauMopu3M (ayienb a | pa3MEepHOCTH CTallUOHApHbIE  TOYKHU
HE BXOJUT HU B OJIHO TaKoe HEYCTONYMBBIL.

k < (m-1). Cranuonapnas
paBHOBECHE), OTPEACISIOTCS U3
TOYKa pa3MepHOCTH k = (m-1)
(1.10). Takux paBHOBECHIl BCero
umeer (m-1) coOGcTBeHHOE

m—1 Ck
k=2 -m—1- YHUCJIIO C MOIYJIEM MEHBIINM

€ IUHUIIEL.
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Ecam xe pecypcHbIil mapameTp TeHOTUIIa aa MakcumaeH (Tabmuna 1.2, ctonberr 3), TO B paBHOBECUHU

MOMYJISILIMSL MOYKET 0Ka3aThCsl BBICOKOMOIMMOPGHOM (IIpUMep Takoi cuTyaluu Ha pucyHke 1.12).
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Pucynok 1.11. VYcraHoBieHue MoHOMOp(dU3Ma B H3HAYAIBHO MATU-AJUIENBHON MOMYJISIIUH.
JluHaMKKa 4MCIIEHHOCTH (X) U 4acToT amenei (q;). Ha pucyHkax He nmoka3aHa JUHaMHMKa 4acTOT 3-ro
1 4-ro ayuiens, T.K. OHM HamboJiee ObICTPO ILTUMUHUPYIOTCS W3 nonyisiuun. [lapamerpst moaenu: (a)
R11:4, R12:3.2, R22:2.97, R33:2.8, R44:2.67, R55:1.73, K]]ZI, K12:1.2, K22:1.3, K33:1.4, K44:1.5,
K55:8; (6) R11:0.5, R12:0.71, R22:0.76, R33:0.93, R44:1.32, R55:3.63, K11:1, K12=1.4, K22=1.5,
K33=1.8, K44:2.5, K55:6.
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[Ipu »TOM, B rOMO3WUTOTHOM COCTOSIHMHM aJUIEIH, OOpa3yloliue MoJIuMOPPU3M, MOTYT OBITH Ja)e
JIETATBHBIMU. DTOT HEOXKUJAHHBIN pE3ysbTaT, MOJIYUCHHBIH B JIE€TEPMUHHUPOBAHHON MOJIETH, OYEHBb
MOX0XX Ha cuTyanuio, omucanHyro CneHcepom u Mapkcom (Spencer, Marks, 1992), xorma B
MMHTAIIMOHHBIX MOJIEJISIX OHU TIOJIYUYMJIM OYE€HBb BBICOKHI YPOBEHBb MOJMMOp(HU3Ma - BIUIOTH A0 38
ajuiesiell B OTIEIBHOM CIIydae; MPH STOM YacTOTHI JaXKe JIETAIbHBIX B TOMO3UTOTHOM COCTOSIHHH

aJlJIeNIei MOTJIN AOCTHUT'aTb YAUBUTCIIBHO BBICOKOI'O YPOBHH.
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Pucynok 1.12. 3akpemnenue nonumopdusma. [lonuannensHas nomynauus: naTh auieneil. Jlnnamuka
YHUCJIEHHOCTH (X) M yacToT ajuiened (q;). Ha pucyHkax He mokasaHa AMHAMMKa 4acTOT 3-ro U 4-ro
aisens, T.K. OHM HanOoJjee ObICTpO 3JUIMMUHHUPYIOTCA W3 momyiasuuu. I[lapamerpsr monenu: Ri;=4,
R12:2.88, Rzzzl.l, R33:0.93, R44:0.8, R55:0.55, K11:5, K12:4.8, K22:3.9, K33:3.7, K44:3.5, K55:3.

JakaoyeHue
HpOBGHGHHOG HUCCIICAOBAHUC MOJACIN IINIOTHOCTHO 3aBUCHUMOI'0 3KCIIOHCHIIMAJIBHOTO 0T6opa B

OJIHOJIOKYCHOM JTMaJlIeIbHON MOMYJISIUH [T03BOJISIET OTBETUTh Ha BOIPOCHI, CPOPMYIHPOBAHHBIE TIPU

IIOCTaAHOBKE 3aJa4u.

MonHoMopdu3M WM MOJIUMOPPHU3M YCTAaHOBUTCS B MOMYNALMH, BO MHOTOM 3aBHUCUT OT
B3aMMHOI'O  pACIIOJIOKEHHsI PECYPCHBIX IIapaMEeTpPOB TE€HOTHIIOB M  HAYAJIbHBIX  YCJIOBHM.
[Tapamerpuueckue o01acT pa3iIMyHOrO AMHAMUYECKOTO TMOBEIEHUS MOJEIH MpuBeneHbl B Talnuie

11, mnmpeamnojaractcia, 4To H3HA4YAJIbHO IOITYIAHA HOJ'II/IMOp(bHa, T.K. O4YCBHJHO, 4YTO B CJIy4ac
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N3HAYAJIbHO '€CHCTUYCCKHU O)IHOpO)IHOI\/’I MOy 0T60pa HET, a JMHaAMHUKa YHUCJIICHHOCTH IIOJIHOCTBIO
OTIpEJICIIICTCSl BEIMYMHOW MaJIbTY3MaHCKOT'O IMapaMeTpa IMpeAcTaBlIeHHOro reHotuma. [IpoBeneHHOE
HUCCIICA0OBAHUEC IMOKA3bIBACT, YTO HAa AWMHAMUKY IMOMYJIAIHWU BJIHACT HE CTOJIBKO HNPCUMYIICCTBO IIO
MaJIbTY3UaHCKOMY IapaMeTpPy OTICIBHOTO TCHOTHUIIA, CKOJBKO IPEUMYIIECTBO IO PECYpPCHOMY
nmapameTpy. DTOT pe3yibTar corjacyercs ¢ uccinenoBanusimu b. Yapnsyopca (Charlesworth, 1971) u

E.B. EBgokumoBa (EBnoknumos, 1999).

Bo3moxeHn cOanaHcHpOBaHHBIN MONMMOPPU3M, a TaKK€ BBITECHEHHE ONTUMAJIBHOTO IO
pecypcHOMY TmapaMeTpy TreHoTuna (mpu HeONIaronpusaTHBIX JJIi HEro HaydalbHBIX YCIIOBHUSIX,
Hampumep, pucyHok 1.2), uro He cornacyercs ¢ pedyasTatamu E.B. EBnokumosa (EBnokumos, 1999),
MOJIyYUEHHBIMH JJIi MOJEIM METANoONy/ISIUK C HENOJOBBIM pPa3MHOKEHUEM, U, MO-BUIUMOMY,

ABJIAACTCA CIICACTBUEM AUIIJIOMAHOCTU OPraHU3MOB.

Haiinennbie B Mojaenu KoJsieOaHUS YHUCIEHHOCTH B OTCYTCTBHE KOJICOAHUN TE€HETHYECKOTO
COCTaBa SBJIAIOTCA €II€ OJHUM KOHTPIPHUMEPOM THUIOTE3bl TEHETHYECKOTO KOHTPOJIL, KOTOpas

KOJIeOaHUsT YNCIICHHOCTH TOMYJISAIMY CBA3BIBAET C KOJeOaHusiMu ee reHeTudeckoit cTpykTypsl (Chitty,

1960, 1967).

Haiinennsle B Mojenu koJieGaHUsI YUCIEHHOCTH U T€HETUYECKOW CTPYKTYphl MOMYNSIIMM HE
SBJIIOTCSL DK30THUKOM, MpuUCyLIell TeopeTuyeckoMy MojenupoBanuto. IlonobHoe auHamMuueckoe
MIOBEJICHUE BCTPEYAETCSs M B NIPUPOJHBIX MOMyJIAUMsX. B uyacTHocTH KojeOaHUs YHMCIEHHOCTH U
reHeTuYeckoi cTpykTypsl onucanbsl Jl.bepuem (Birch, 1955) mis unBepcronHoro nosmmopdusma B

MOMYJISIHSIX JPO30HUITHL.

PazpaGotano u wucciemoBaHo 0000IIEHHME MOJETHM  OJHOPOJHOW  TOMYJSIIIUM  Ha
nosMauienbHbld  ciyyail. IlokazaHa BO3MOXHOCTh CYIIECTBOBAHMS MOJUMOPQHU3MA C OOJBIIUM
YHCIIOM aJuleNied, JlaXKe JIETAIbHbIX B FOMO3UIOTHOM COCTOSIHMM, YTO COIJIACyeTCsl C pe3ylbTaTaMu

MMHTAIIMOHHOTO MOJICIIMPOBAHHUS, BHIIIOJTHEHHOTO B padoTe (Spencer, Marks, 1992).
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I'naBa 2. UaTerpanbHas MoaeJIb 3BOJIOLIMHA MEH/1eJ1eBCKON OHOJIOKYCHOM
NOMYJIS UM JUIIOUIHBIX OPraHU3MOB. AHAJIU3 Npouecca GuKCcaluu JUCKPETHbIX
reHeTHYEeCKHUX CTPYKTYP.

OpHa U3 LEHTpaJbHBIX IPOOJIEM TEOPHH 3BOIIOLUHU — OOBSICHEHHE MEXaHU3MOB 00pa30BaHUs
JTUCKPETHBIX OMOJIOTHYECKHUX TaKCOHOB. Hecmotpsi Ha To, uTto OoCHOBHOUW Tpyn Yapmnwsiza [lapBuna
Ha3zpiBaeTcsl «l[IpoucxoxaeHue BUAOB», HH ITOT TPYJ, HM OCHOBAaHHAs Ha HEM W COBPEMEHHOU
T€HETUKE CHHTETUYECKAash TEOPHs SBOJIONMU TaK 70 KOHIA M HE JAIOT OTBETAa Ha BOMPOC: TOYEMY BCE
OMOJIOTMUECKOE pa3HOOOpa3ue, B KOHEYHOM CU€Te, OKa3bIBACTCS JUCKPETHBIM, IOYEMY KHU3HBb
CYIIIECTBYET B BHUJE OTACIBHBIX TCHETHYECKH H30JMPOBAHHBIX BHUJIOB M IMOYEMY, B OOJBIIMHCTBE
CBOEM, MEXIy STHMH BHJaMH HE OCTaJoCh MepexoaHbix ¢opm. bonee Toro, okaspiBaeTcs, 4TO
IreHEeTUYECKOe pa3zHoOoOpa3re BHYTPHU BHJIA TOXKE 3a4acTYIO JUCKPETHO M BechbMa orpaHuueHo. Jleno
31€Chb HE TOJIBKO M HE CTOJIBKO B JUCKPETHOCTH CaMOro «HOCUTeNs HacienctBeHHoctn» - JIHK,
cocrosimiel U3 MoHOMepoB. OTHenbHBIA OEJOK COCTOMT W3 HECKOJIBKUX COTE€H aMHHOKHCIOT.
MyranuoHHasi U3MEHUYMBOCTh MOXKET JaTh KOJOCCAJIbHOE pa3HooOpa3ue MOJIeKyd JaHHOro Oelka,
pudeM OOJIBITMHCTBO ITUX MOJIEKYN OyJeT HopMaibHO (yHKIIMOHUpOoBaTh (Antyxos, 2003). OxHako
B MOMYJISIMNA 3aKperusieTcss oaHa ¢opMa Oenika, pexe NBe, eme pexe Tpu u T.a. Curyamuu, Koraa
MYTaIli{ B OJTHOM JIOKYCE BKJIFOYAIOT OKOJIO JecsTKa (OPM, PEIKH, TPYAHO BBISBISIOTCS W BBI3BIBAIOT
crenuagbHbI MHTEpec uccienoBareneil. KakoB mexaHm3M (UKcAIlliu OJHUX ajulelied U TMOTepH
npyrux? J[Be OCHOBHBIE THIIOTE3bl, OTBEYAIOIIME HA 3TOT BOMPOC: CIydyalHas IMOTEps ajuieliedl B
pe3ynbraTe apeiidpa reHoB M cOallaHCUPOBAHHBIN MNOJUMOP(U3M, BBI3BAHHBIM MPEUMYILECTBOM
TeTEPO3UTOT, UMEIOT CBOMX CTOPOHHUKOB M MPOTUBHUKOB (AnTyxoB, 2003; JleBontun, 1978; Crow,
Kimura, 1971), HO Tak W HE HalOT OKOHYATEJIBLHOTO pemieHus. JlanHas paboTa SBISICTCS eIle OJHON

MOTIBITKOM aHAJIN3a ATOU MPOOIIEMBI.

§2.1 lIpeanaraemMplii MoaX0/
B cnyuae, xorzna B 10CTaTo4HO 0OJIBIION MEHAEIEBCKON NAaHMUKTUYHON O€CrooN Momysaiuu

HAacJe0BaHUE HEKOTOPOTO IIPU3HAKa OIPENENsIeTCsl OJHUM 71-aJUICIbHBIM TIE€HOM, JHHAMMKA
F€HETUYECKON CTPYKTYpPhl U YUCIEHHOCTH HOMYJIALMU MOXET ObITh ONHMCaHa CIIEAYIONIEed CHUCTEMOIt

YPaBHEHUN:
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Xn+l = WyX

ntn
9din+1 = 49in (Z;?:] Wiid j.n )/ Wy (2-1)
w, = zlm:l zr}q:l WijQi,an',n

Ile n - HOMEp IOKOJEHHUS, X,- YUCIECHHOCTb MOMYJSALUUH, ¢;, — YacTOoTa i —Oro ajjens, w; —
IIPUCIIOCOOJICHHOCTH COOTBETCTBYIOUIMX (i7)-T€HOTUIOB, a W, - CpeAHsAs IPHUCIOCOOIEHHOCTH

MIOMYJISALIMK B 71-OM TIoKoJieHnH (Harpumep, (Ceupexes, [lacexos, 1982)).

Eciu npennonaokuTs, 4TO pacCMaTpUBAaEMBbIH JIOKYC UMeeT OECKOHEYHOE YUCIIO allIelneil, To
JUHAMUKY MOMYJISILIUM €CTECTBEHHO OYyJEeT OMUCHIBATH MHTETPAIIbHBIMU YPABHEHUSMHU C AUCKPETHBIM

BpemeHeM (Ty3unkeBuuy, 1989).

Xppl =Wy Xy,
0110 = 4, (O [y w(E D, @ ) 1w, (2.2)
W, = [ [y (6 0)g, (§)g, (dedr

371ech QYHKIUS ¢,(T) — OMUCHIBAET IJIOTHOCTh YAaCTOThI aJUIENS T B HOMYJSALUU B 7-OM HOKOJEHHUH, T
MOXET MPUHUMATh JIF0ObIe 3HaueHust Ha oTpe3ke [0,1] aeicTBuTeNnbHOM ynciaoBoit ocu. dakTuyecku,
MbI alllIPOKCHUMUPYEM KOHEUHOMEPHYIO cuTyaluio oeckoneuHomepHoil (I'opbans, Xnebomnpoc, 1988),

JUIS TOTO 4TOOBI BOCIIOJIb30BAThCSI BCEMU BO3MOYKHOCTSIMU aHaJIM3a HEMPEPHIBHBIX (PYHKLIUH.

HHmeZpaﬂbHaﬂ MoOenb  MeHOeNesCKol OaHOﬂOKyCHOIZ nonymiiiyuu ¢  NJiIONMHOCMHO 3A6UCUMbBIM

ombopom

Ecnu mpennosiokuth, 4TO B TOMYJSALUU ACUCTBYET IJIOTHOCTHO-3aBUCUMBIH OTOOp, TO
MIPUCIIOCOOJIEHHOCTH SIBISIOTCS yOBIBAIOIIMMHM (QYHKLIMSIMHM YUCICHHOCTH. Becbma ynoOeH s

HCCIICOOBAHUA 3KCHOHCHHI/I3J‘IBHBH\/’I BHUJI 3aBUCUMOCTH HpI/ICHOCO6ﬂeHHOCTI/I OT YHUCJICHHOCTU:
W(ga Taxn) = eXp(R(ga T)(l_xn /K(ga T))) 5 (23)

IIPpY KOTOPOM KaXKIblii T'€HOTHII XapaKTEPHU3yeTCs ABYMs IapaMeTpaMu MaJIbTy3HAaHCKUM R(& 1) U

pecypcHbIM K (&, 1) ( EBnokumos, 1999).

Hamnune IIOTHOCTHO 3aBUCUMOU COCTaBJIAIOLIEH €CTECTBEHHOTO oTbopa
MPOMITIOCTPUPOBAHO JKCIIEPUMEHTAIFHO M BBIIBJICHO B MPUPOAHBIX TMOMYISANUAX. B omHOW u3
nepBeIx padoT B 3ToM HampasineHun JLLK. bepu (Birch, 1955) skcnepumenTanbHO mokaszai, yTo
paBHOBecHOe 3HaueHue uvactoT uHBepcuid Standard u Chiricahua B III xpomocome Drosophila

pseudoobscura cyliecTBEHHO 3aBUCUT OT IUIOTHOCTH JINYUHOYHOU CTaJNH.
47



Pacnipenenenns gactot anmienei g,(t) OyaemM cuuTaTh KOPPEKTHBIMH, €CJIM OHU YIOBIECTBOPSITH

CJICOAYIOIIUM YCIOBUAM

J}; q,(t)dt=1 2.4)
q,(1)>0,Yte[0,] '

[loxaxem, duro 26omoyus, onucvieaemas cucmemoti (2.2), KoppekmHbvle pacnpeoeneHus

2eHemu4yecKoco cocmaesa nepeeodum 6 KOppEKNiHble.

Jyn(dz =1

¢,(1)20,Y1e[0,]]
x, 20

N3 xoppektHOCTH ¢,(T) U X, CICHYyeT: [Tockomeky ¢,,(t)20,Vte[01] -

OUCBHUIHO CJIICAYCT H3 HCOTPULATCIBHOCTH YHCICHHOCTU U HpI/ICHOCO6J'ICHHOCTCI\/’I, JOCTAaTOYHO

70Ka3aTh, 9YTO J(;qn +1(Q)dg=1 . TloxcraBum BeIpakeHHe I ¢,,1(G) w3 cucremel (2.2), u
1 1 1
npowrerpiposas wa orpesie [0, 1) moy: g, (<Ms = [ (a, O [, & 6.%,)a, (D ) w, ).

3aMeTuM,  UTO CpemHsisE  TNPUCHOCOOJICHHOCTh  TOMYJISIMHH B 1-OM  IOKOJICHUHU
. 1l
w, = J 0 J 0 w(&, 1, x,)q,(E)q,(t)dédt oT nmapameTrpa MHTErpUpoBaHMsA ( HE 3aBHCHUT, BBIHECEM €r0 3a

3HAaK MHTCTpaIa U IOMCHAB IMMOPAA0K HHTCIPHUPOBAHUSA, ITOJTYUUM!:

1 1l
Jydn1(e)s = [, (&6 x,)d, (8)a (Q)dEds / W, =W, /W, =1, yrBepwaenne nokazato.

[lenbio JAaHHOTO UCCIIEJIOBAHUS ABJIIETCS OTHICKAHUE CTALIMOHAPHBIX pelieHuil cucteMsl (2.2)
Y UCCIIEIOBAHNE UX YCTOMYMBOCTH. VICKOMOE pelieHue npeacTaBisieT codoit mapy ¢(t) u x, rae g(t) —
byHkus (pacrpenelieHue auIeNIbHBIX YacTOT), & X — HEOTPHUIATEIbHOE YHCIO — (YHCICHHOCTH
nonyssinun).  Okazanoch, YTO €CIM  CYHMIECTBYET HEOJHOPOTHOCTh MPHUCHOCOOJICHHOCTEH B

IPOCTPAHCTBE TEHOTUITHYECKUX KJ1acCoOB (MaTeMaTHYECKH 3TO 3HAYUT, 4TO
1

_[Ow(&,r,xn)dé_,:‘P(r,xn);t f(x,), rae f(x,) — QyHKUMSA TOJIBKO 4YHCIEHHOCTH, HE 3aBHMCAIAs OT

napamerpa T), TO IpPeAIoKeHHas MOJEIb HE MMEET HENPEPhIBHBIX CTAlMOHAPHBIX PacIpeesleHHi

aJUIeNBbHBIX 4acToT (yrBepakiaeHue 2.1). A, ciieoBaTeNnbHO, MOKHO OXKHMIATh HOSBJICHUS B IIpoLEcce

3BOJTIONNH (2.2) TUCKPETHBIX paclpeeeHUI IOTHOCTH YacTOT ajuielied U3 HEMPEPHIBHBIX B CIydac

HaJIN4Msl pa3HOOOpa3us 10 MPUCIIOCOOICHHOCTSIM.
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Ymeepoiwcoenue 2.1 Ecnu dyaxumst w(E,T,x,) IEHCTBUTEIBHO SBIAECTCS (QYHKIIMEH OTHOCUTENIBHO & U T

1
(T.e. J Ow(ﬁ,r,xn)dﬁz‘l’(r,xn)i f(x,) ), TO cHCTeMa HMHTETPAJbHBIX YPAaBHEHHUH C IUCKPETHBIM

BpeMeHeM BUa (2.2) He uMeeT HenpepbIBHBIX Ha oTpeske [0,1] ctauronapHbIX pemeHuit g(t).

Lokazamenvbcmeo: cTallmoOHAPHBIC PEIICHUS MOJIEH (2.2) SABJISIIOTCS PEIICHUSIMU CUCTEMEI (2.5).

J-(; q,(v)ydt=1

1 2.5)
Jo w(&, 1, x,)q,(E)dE =1

[lepBoe ypaBHeHHE cuCTEMBbI NpeAcTaBisieT coboit ypaBHeHHe PdpenrojpMa MepBoro pojaa u

MMeeT MHOXECTBO HEIpephIBHBIX Ha oTpe3ke [0,1] perenuii; HaliieM cTallMOHAPHOE 3HAUYEHUE X.

J (; w(&, 1, x,)q(E)dE =1, noacTaBUB 1OJ 3HAK MHTErpaia j1000e KOppekTHoe pacupenencHue q(&),

J00YI0, 3aBUCSILYIO OT & U T, QYHKIMIO W U BBIYUCIIUB UHTErPaJl, OJIyYUM ypaBHEHUE!

Sf(r,x)=1 (2.6)
Pa3pemuB (2.6) 0OTHOCUTENBHO X, MBI NTOJIYYUM (QYHKLHIO X(T), YTO IPOTUBOPEUUT YCIOBUIO HaIleH
3amaun. T.e. HE CYIIECTBYET HEMPEPHIBHON (PYHKIMHU ¢(T), YIOBIETBOpsIONMIECH ypaBHEHHIO (2.6).

YTBepxkIeHUE NOKA3aHO.

1 o o
I'enernuecku jo w(,T,x, )dE TpeaCcTaBiseT co00¥ MHTErPaTBbHYI0 CYMMY IIPHUCTIOCOOJICHHOCTEH

BCEX '€HOTHUIIOB, BKJIIOYAOLIUX aJljiesb T. JIornyHo Obu1o OBl MPENAIoJIOKUTh, UTO pacCMaTPUBAEMbIN
UHTEerpan npu (PUKCUPOBAHHOW YHMCICHHOCTH sBisieTcs (YHKIUEH OT T, MOCKOJBbKY B HpPHUPOJE
JNEHUCTBUTEIBHO CYIIECTBYIOT KaK ITOJIE3HBIE AJUIENU, TaK M BpenHble. [lycTh, Hanmpumep, HEKOTOPBIN

AJUICIb T; — Bp€AHasdA AOMHUHAHTHasA MyTalusd, TOrJa IpU (bl/IKCI/IpOBaHHOI\/’I YHUCJICHHOCTHU X JOJDKHO

I 1 .
BBITIOJTHATHCSI HEPABEHCTBO .[OW(E-"T“ x)dE-‘<-[0W(E-"T2’ x)d§, TOe Tp — OJUH U3 HOPMAJIBHBIX aJUICNeH.

1
Ecnu >xe npennosokuTh, 4YTO jow(g,r,xn)dgz f(x,) , TO TMOJOOHOE CYMMHPOBAHHOE PAaBEHCTBO

BKJIQJIOB B MPUCTIOCOOJIEHHOCTh BCEX aJIENCH MPUIIIOCH Obl OOBSCHATH OTCYTCTBHEM JOMHUHAHTHBIX
BPEIHBIX MYTAIUH, MO0 MOBAJIHLHOE MX MPOSBICHUE TOJLKO B TIOCTPEIPOIYKTUBHOM MEPUOE (YTO-TO
MOX0XKee Ha Xoper ['eHTHMHITOHA y YeloBeKa), a TAaK)KE MOHOTEHHBIM TE€TEPO3MCOM ISl BCEX
perieccuBHBIX JieTanei. OJHAKO TEpPEeUHCIIEHHBbIE JOMYIICHHUs IIJIOXO COTJACYIOTCS C HM3BECTHBIMHU
(akTamu, HampuUMep, 0 TOM, YTO MOHOTEHHBIM TE€TEPO3HUC HE TAKOE YK YaCTOE€ SBJIICHUE B TIPUPOIHBIX
nonyssnusix (AntyxoB, 2003; JleBontun, 1978), a wacTh MyTaumii 1O HEKOTOPHIM JIOKycam

AIIMMHUHUPYETCS U3 MOMyasuuil oueHb ObIcTpo (AnTyxoB, 2003) — 4TO COOTBETCBYET HAIPABIEHHOMY
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oTOOpy, IPU KOTOPOM MPUCHOCOOIEHHOCTh T€TEPO3UTOTh HAXOAUTCS MEX]Ly IPUCIIOCOOIEHHOCTAMU
romMo3urot. Micxoast U3 mpuBeeHHBIX JOBOJOB, JallbHEHIIee HCCIel0BaHue AMHAMUKU MoJenu (2.2)

OBLIO IMpOBEACHO [Jid Cliy4das, KOor'Ja HpI/ICHOCO6J'ICHHOCTI/I IFCHOTHUIIOB YOOBJICTBOPSAJIN YCIOBHUIO

W& T, ) = W () # £ (x,)-

Juunamuka cuctemsl (2.2) wusydanack uyuciaeHHO. [IpoBeneHO wWCclieOBaHUE TUHAMUKH
YUCJICHHOCTH W TEHETHMYECKOW CTPYKTYPhl TMOMYJSALHMH TPUA PA3TMIHOM BBIOOpPE HavaIbHBIX

pacrnpeeNieHui «9acToT» ajijiee U GyHKIIUN MPUCTIOCOOIECHHOCTEH.

§2.2 UHTerpasibHasi MoeJib MeH/1eJIeBCKOM OTHOJIOKYCHOI monyJsauuu 0e3
IUVIOTHOCTHOT O IMMUTUPOBAHUS

OTmenbHBIA MHTEPEC MPEICTABISICT HM3YyYCHHE YACTHOTO CIIydas WHTETPAILHON MOJIEIH
JTMHAMHUKH OJTHOJIOKYCHOW JMAUICIbHOW TOIMYJISIIIAK, KOTJa IPHCIIOCOOJICHHOCTH HE 3aBHCIT OT
YUCICHHOCTH, T.€. B OTCYTCTBHE IUIOTHOCTHOTO pETYJIMPOBAaHUSA. Takas MOJEIb SBISICTCS
€CTeCTBEHHBIM O00OOIIEHHEM KIACCHYECKOH MOJENd JWHAMHUKH OJHOJIOKYCHOW THAJUIeTIHHOM
MOMYJISAIMK C MOCTOSTHHBIMH TIPUCTIOCOOIeHHOCTsIMU TeHoTuroB (Pataep, 1977; ®pucman, 1986) Ha

CJ'Iy‘IaI\/II, KorJa UMCECTCA KOHTUHYAJIbHOC YUCIIO aJIjIelie OJTHOTO JIOKYCa.

B OTCYTCTBHUC INUIOTHOCTHOI'O JIMMHUTUPOBAHUSA AOWHAMHKA YHUCICHHOCTHU IMOMIMYyJIAlMU HE
MPEACTABIISIET UHTEpEca, T.K. OHa OyneT aubo OecKOHEYHO pactu (ecnu w > 1), 1mbo yOsBaTh (ecinu

w < 1). IToaTOMy MOXHO paccMaTpuBaTh OTJCIEHO JUHAMUKY IUIOTHOCTEH aJlICIIbHBIX YacTOT:
1 1l
4012 = 0, (O [, (& D, (@08 )/ [ [ (5. 9)q, (B)g,, ()dEds 2.7

Kax u B mpeapiaymeM cimydae, HETPYIHO MOKAa3aTh YTO BOJIIOIHS, ONMUChIBAEMas ypaBHECHUEM
(2.7), KOppeKTHBIE pACTPENCICHUSI TEeHETHMYECKOW IUJIOTHOCTH TEPEBOJAMT B  KOPPEKTHBIE

(10Ka3aTenbCTBO MOJHOCTHIO AHAJIOTUYHO MpeblayleMy). JlokaxkeM cienyrollee yTBepkKaeHUE.

Ymeepowcoenue 2.2: PexkyppenTHoe ypaBHeHuEe Buaa (2.7) umeer HempephiBHOE Ha oTpeske [0,1]

CTallMOHapHOE pemeHue ¢(t) Torga W TOJbKO Tornaa, korga ¢yHkmus w(E,T) — TakoBa, 4YTO

J}; w(&, 1)dE = const .

Hokazamenvcmeo: cTanimoHapHbIe pemeHus ypapHeHus (1.24) HaxoasaTCs U3 CIEAYIONIEero YpaBHEHUS

[y W(E D, (O)E = [, [ w(&, 1)g, (€)g,, (1) (2.8)
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=) Ilokaxkem, 4TO CyIIECTBYET XOTS OBl OJHO HEMPEPHIBHOE CTAI[MOHAPHOE peHIeHue ¢(T), eciu
1
.[0 w(&, 1)d€ = const . Boibepem paBHOMepHOe pacnpeaeneHue ¢q(t)=1, moacraBum ero B (2.7),

IMMOJIYYHUM CJIICAYIOIICC TOXKIACCTBO:

Jo W& 0)g, (E)E = [ (e, e =
2.9)

1l 1 ¢l 1 1
JoJo W& 04, (&)a, (Dded = [ ([ W& DdE)dr =[ wdt =w] dr=w
CrnenoBarenbHO, paBHOMEPHOE PACIIpe/IeIeHUE aIeNbHBIX «4acToT» ¢(T)=1 sBisieTcs cTalMOHapHBIM.

1
<) Ilokaxxem, uTo ecnm J 0 w(&,1)dE # const , TO He cymecTByeT HenpepsiBHOro Ha [0,1]
CTAIMOHAPHOTO pereHus ¢(t) st ypaBHenus (2.7).

[Ipennonoxum oOpatHoe: cymiecTByeT HenpepbiBHast Ha [0,1] dyHkuus g(t), sBisomascs peueHueM

ypaBHeHus (2.7). IlpousBens BbIYMCICHUE UHTETPAIoOB B (2.7), momydum: f(T) =W - B JIEBOW YacTH

(GyHKIMS OT T, B IpaBoil — koHCTaHTa. Cie10BaTeNbHO, IPUIILIU K TPOTUBOPEUHIO.

T.e., €CTM  TeHETHYECKOe  TPOCTPAHCTBO  HEOJAHOPOJHO IO TPHUCIIOCOOIICHHOCTSIM
1 .
( J 0 w(E&, 1)dE # const ), TO M000€ HENPEPHIBHOE paclpeiiesieHue IUIOTHOCTEN ajlyIebHbIX YacTOT He
ABJISICTCS CTAHMOHAPHBIM.

Taxum o6pa30M, Ha OCHOBEC IMPOBCACHHOI'0 AHAJIMUTHYCCKOI'0 HCCICAOBAHUA MOXHO OXKHIATh

MOSIBJIEHUSI B MpoIiecce IBOJIIOUMHU (2.7) NUCKPETHBIX pacHpeesieHuil IIOTHOCTU YacToT ajljiesiel u3

1
HETIPEPHIBHBIX B CIIydae HAMYHUS pa3HOOOpa3us MO MPUCTIOCOOICHHOCTIM (IO w(&,1)dE # const ). lanee

noBeieHne Moienu (2.7) ObUIO HCCIe0BAHO YHUCIECHHO.
2.2.1 Bausanue mymayuii Ha OUHAMUKY UHIMEZPATbHOI MOOENU HETUMUMUPOBAHHOU NONYAYUN

Hapsiny ¢ ecrecTBeHHBIM OTOOPOM MYTAallMOHHBIA MPOIECC SBISETCS BAKHEHIIUM (aKTOPOM
3BOJIIOLIUY, TOCTABLIUKOM €€ 3JIeMEHTapHOro Marepuaia. Ilostomy nro0ast 3BOIIOLMOHHAS MOJETb, HE
YUHUTHIBAKOIAsl MYTAllMM, KaXXETCAd HECKOJIbKO MCKYCCTBEHHOM. W XOoTda yder Myranui npu
MOJETMPOBAHUHU 3a4acTyI0 HNPHUBOJUT K BO3HMKHOBEHHUIO MaTEMaTHUYECKUX TPYIHOCTEW, JO0OaBUM B

Mozenb (2.7) HeboIblINEe PABHOBEPOSITHBIE MyTalUH.

[Iycts MyTamuu mpoucxosiT 10 oTOOpa, TOTAa MIOTHOCTh YacTOT ajulesield N-Oro MOKOJICHHS

II0CJIE€ MYTUPOBAHUS UMEET CIEAYIOINUNA BU:
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7,(0) = [ q,(&uE.0)de, (2.10)

rae p (&, ) - IIOTHOCTE BEPOATHOCTH MyTauuu u3 § B 1. Jlanee npoucxoqur oToop:

@ () = G, O [[w(£.0)7, (©)ag )1 [ [ w(E.0)7, (67, (r)ddr - @.11)

CranuoHapHbIMH peLIEHUSIMU ypaBHeHUs (2.11) sABISAIOTCS HENpepbIBHbIE (YHKIHH, SIBHO
3aBUCAIIME OT BHJJAAa MyTaIlMii, onuchiBaeMbIx QyHKImendn W(E,t). MOXHO OKHMIaTh, YTO €CJIIH OTOOP
«CTPEMUTCS» CO3/aTh B MOMYNSIMM JUCKPETHOE PACHpPENENICHUE «4acToT» ajulesieil, TO MyTaluu

HECKOJIBKO «Pa3MaKyT» NUCKPETHBIC ITUKH.
[Ipeanosnoxunm, 410 MyTalMyu PaBHOMEPHBIE U PAaBHOBEPOSITHBIE:

&)= o,Vé#T ol 512
u ,T—l_&vézraf,fe[,]- (2.12)

Torna ypasuenue (2.10) MmoxHO nepenucarb B BUJIE:

G,(0)=(1-8)q,(x)+5.
2.13)

briio mpoBeneHo 4HCIIEHHOE UCCIeA0BaHNE JUHAMUYECKOTO MOBEACHUS CUCTEMbl YPAaBHEHHI

(2.11, 2.13) npu ¢pukcupoBaHHoM 3HayeHuu 6=0.1.

§2.3 Pe3yabTaThl YMCJIEHHOT 0 MOIEJTUPOBAHUSA

2.3.1 Ycmoiniuugvie cmayuonapnsie pacnpedeeHus ¢ ciiyuae njiomHOCHHO-3A6UCUMO20 Omoopa

[IpoBeneHo uccnenoBanue Moaenu (2.2) TMHAMUKN YUCICHHOCTH U T€HETUUECKOM CTPYKTYpbI
MOMYJISILIUY MPU Pa3IMYHOM BbIOOPE HaYalIbHBIX PACIIPEIEICHUN «4acTOT» ajenel u QyHKIU
npucnocob6aeHHoCTeH, BhIOpaHHbIX B BUjE (2.3). Ecnu mpucnoco6nenHoctu w(&, T, X,) 3aBUCEIH OT
000HX TeHEeTUYECKHUX IMEPEMEHHBIX & H T, TO CTAI[HOHAPHBIC PACHIPEICIICHHSI T HETHIECKOTO COCTaBa

JEWCTBUTENILHO OKa3bIBATMCH JUCKpeTHBIMU. [IprdyeM 13 Bcero 0ECKOHEYHOTo pa3HO00pasus ajenei
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B MPOIIECCE IBOJIIOIIUN MOKET COXPAHUTHCS, HapuMep, ToJabko oauH (Pucynok 2.1, ciesa).

q

1577 “]/f—

1,187

| m
2

15 7]

17 0,765
05

(2)
0,394
/ (2]
025 05 075 .

Pucynok 2.1 Kpussie (1) — HayanbHble pacnpeaeneHus ajuleabHbIX «dacToT». CiieBa MOHOMOP(hU3M,
w(é,r,x,)=exp(l+&+7—x,) , KpuBasg (2) — pacnpenenenne mnocie 550 noxosenmit. Crpasa

pacrpesiefieHre aJulenbHBIX «4acToT» nociae 30050 nokonenmit (kpuBas (2), w(&,r,x,)=

exp(1,5+1,5sin(87¢7) — x,) ). Iloxoxke Ha ycTONYMBBIN MOJUMOP(U3M U3 TpeX ajlelei, HO JBa U3 HUX

BCTPEYAOTCA KpalHe PeIKo.

Haiinensr pacnpenenenusi, umerome nBa u Tpu nuka (Pucynok 2.2 cmpasa). I[lpu stom

YUCJICHHOCTh NOIMYIIAIHNN MOXKCET, KaK HUCIIBITBIBATH KOJ'IC6&HI/I$[, TaK U HaXOIUTHCA Ha CTallTUOHAPHOM

YpOBHE.
] a
(1)

1 :

075 7] 15 7

05 7 (I {1}

025 ] 05 7|

(2] (2] /
I D23 I 0.5 I 0/s t 02 05 o7rE 1 t

Pucynoxk 2.2 VYcroiuuBbli  monmumoppusmM w3 AByx  amteneit:  «O» um «Iw.

w(&,7,x,)=exp(0,5+(r —&)* —x,) . Ha neBoM u mpaBoM rpadukax — pacipeieleHHe aIeIbHbIX

«gacToT» B 550 noxosieHuu (KpuBble (2)) IpH pa3IMyHbIX HauyalbHBIX pacnpeneneHusax (kpusbie (1)).

2.3.2 Ycmoiiuuevle cmayuonapHuvie pacnpeodenenHus 6 caydyae OmcCymcmeus Hnji0mHOCHHO20

JauUMuUumupoeanuil

Kak m B kimaccuyeckod MOJEIM TMOMYJIAIHMOHHOW TEHETHKH (OJHOJIOKYCHOM IUalIeTbHON

nmonyiagquu € IHOCTOAHHBIMU HpI/ICHOCO6J'ICHHOCT5[MI/I FCHOTI/IHOB) B I/IHTCFpaJ'IBHOI\/’I MOJCIIN IIpU
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COOTBETCTBYIOIIEM BbIOOpE BHAAa (DYHKIUU HPUCIOCOOIEHHOCTH MOKHO BBIJEJIUTH AHAJIOTH TpeX
U3BECTHBIX THUIIOB OTOOpa, COOTBETCTBYIOIIMX MaKCHUMaJbHOM, MHUHHUMAJIbHOW M HPOMEKYTOUHOM

pucnoco0aeHHOCTH rerepo3urot (Opucman, 1986).

Ha pucynke 2.3 npumep ot6opa ¢ dynkuueii npucrnocodnennoctn w(&,1)=0,1+(&-1)>. B 31oM
npuMepe HauOOJBIIYIO MPUCITOCOOIEHHOCTh UMEET reTepo3urora, ooOpasoBanHas aymensmu 0 u 1;
HE3aBUCUMO OT BBIOOpa HAYAIBHOTO PACIpENeNICHUs] TOMYISAUS CTPEMHUTCS 3aKPETHUTh TOJBKO 3TH
nBa ayuiens. Yxe yepe3 300 mokosieHuil MOKHO BUJETh KApTUHY, CUJIBHO MOXO0KYIO Ha JHUAaJUIEeIbHBIN

noumopdusm (Pucynok 2.3).

[Ipy noHMWKEHHOW MPUCHIOCOOIEHHOCTH IeTEPO3UTOT OKA3bIBAIOTCS YCTOMYMBBIMU HECKOJIBKO
MOHOMOP(QHBIX paBHOBecui. KoHeuHbIN pe3yiabTaT oTOOpa B 3TOM ciydae ONPEIeseTcss HE TOJIbKO
3HAYEHUSIMU MPUCIOCOOJIEHHOCTEN, HO M HAYaJIbHBIM COCTOSIHUEM TI'€HETUYECKON CTpPYKTYphI
nonyssauur. Takod Tum oTOOpa, MO-BUIAMMOMY, MOXKET OOyCIaBIMBAaTh YCTOMYMBYIO TIEPBUYHYIO
TEHETUYECKYIO JMBEPTCHIIMIO TMPUPOIHBIX MOMYISIUA Jaxe Ha ogHopoaHoM apeane (Dpucman,

1986). Ha pucyske 2.4 nmpumep ot6opa ¢ dyHkiueii npuctocobaenHoctd w(&,1)=1,6-(£-1)°. B aTom

q u]
(1) i
. 3
075 ] 235
o5 | 15 ] (1)
025" 075 |
(2) {2)
025 05 075 A t 025 05 075 1 t

. 2
Pucynox 2.3 JIpyxamensubiii noamumopdusm. w(,t)=0,1+(E-1)°. Pacnpenenenus mioTHOCTH 4acTOT
amneneit nocne 300 nmokoseHui (KpuBbIe 2) IPU pa3IMUHbIX HAYaJbHBIX paclpeieleHusx (Kpussbie 1).

puMepe HauOOoJbIIYI0 MPUCHOCOOJEHHOCTh HMEET JH00asi TOMO3HMIoTa; MOIMYJNALUS CTPEMUTCS
3aKpEeNUTh TOJBKO OJIUH ajiiedb, KAKOW MMEHHO — 3aBHCHUT OT BbIOOpA HAYaJbHOTO PACIIPEAETICHHUS.

Uepes 2000 mokoseHU MOKHO BUJIETh KApPTUHY, CHIIBHO MOX0XYI0 HA MOHOMOpGU3M (PucyHok 2.5).
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E /
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025" 2) 15

025 05 ors 1 t

1.3

05 1 fi

022 08 0/ 1 b

2 .
Pucynok 2.4 Monomopdusm. w(g,t)=1,6-(&-1)". Pacnpenenenus MmIOTHOCTH YacTOT ajljiesiel mocie
2000 moxosieHu# (KpuUBbIE 2) IPU Pa3IMUHBIX HauaIbHBIX paclpeesieHusx (Kpusble 1).

1 q
(1)
] J
2
(1)
075 15
_ (@)
05 1 /
0" 05 7
2] /J
IELE IIJ,E II:IJE |1 t I|:|,25 II:I.E II:I,?E |1 3

Pucynok 2.5 Monomopousm. w(&,t)=E+t. Pacnpenenenuss mioTHOCTH 4YacToT ajuieneil mocie 300
MTOKOJIEHUH (KpHBbIE 2) IPU pa3IMYHBIX HaualbHBIX pacrnpeeneHusx (Kpusble 1).

JBwxkymmii  TUn  oTOOpa  XapakTepU3yeTCs MPOMEXKYTOYHBIM  JIOMHHHUPOBAaHHEM  IIO
[PUCIIOCOOIEHHOCTSAM, T.€. IPHUCHOCOOJIEHHOCTh TIETEPO3UrOThl  3aHMMAET  IPOMEXKYTOUHOE
nojoxenue. Takoe neiicTBue oTdOOpa MPUBOAUT K (PUKCAIIMH OJHOTO aJUICNISI U BRITECHEHHUIO IPYroTO.
HmeHHO A3TOT TN 0TOOpaA, MO-BUAMMOMY, OTBETCTBEHEH 3a DIIMMHHALMIO U3 TOIYJISIHH BPEIHBIX
HACJIEICTBEHHBIX HapylleHUH U (UKCAUUIO CEJIEKTHUBHO IIOJIE3HBIX HOBOOOpPAa30BaHMM, T.e.
HETIOCPEJICTBEHHO MPHUBOAMT K PAa3BUTHIO AJaNTallMd ¥ HAIPaBICHHO-IIPOTPECCUBHOM 3BOJIOINN
(Opucman, 1986). Ha pucynke 2.5 ananor ABHXKYILEro oTOOpa, BO3HHKAIOUIETO B HMHTErPajbHON
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MOJIETM JUHAMHUKH, eciau (QyHKuus npucnocoOneHHoctu wumeeT Bug w(E,1)=E+t.  3mech
MaKCUMAaJIbHYIO IPHUCIOCOOJEHHOCTh HMeeT amienb «l». BHe 3aBHCUMOCTM OT HayajibHOI'O
pacrnpeieneHus MIOTHOCTEN YacTOT ajuiesiel (€CiM TOJIbKO «1» MPUCYTCTBYET B IMOIMYJISAIMH), OTOOD
UJIET B CTOPOHY BBITECHEHHUS BCeX ayuieneit, kpome «1». T.e. momysiust CTpeMUTCS K MOHOMOP(PHU3MY

(Pucynoxk 2.6).

[ToBeneHne MHTETrPAIBHOM MOJETH MOXKET 3aMETHO OTJIMYATHCSI OT TIOBEJICHHS KIACCHYECKOM.
Hampumep, ecnu 3anaTh GyHKIINIO MPUCTIOCOOICHHOCTH caeayromero Buaa w(&,t) = 1.5+1.5sin(8n&r),
TO B MOMYJISIIUA MOXKET YCTAHOBUTHCS TPEXaJUICIbHBIM WM JABYXAJUICTBHBIN MOTUMOP(PHU3M U Jake
MOHOMOP(}H3M, B 3aBUCUMOCTH OT HAYAJIILHOTO PACIpECIICHHs] INIOTHOCTH YacToT ayeneit (Pucynox
2.6, neBwie Tpadukn). [Ipu Takom BIOOpE DYHKIMH MPUCITIOCOOIEHHOCTH JTUHAMHUKY T€HETHYECKON
CTPYKTYpPBl HENb3S OTHECTM HH K OJHOMY W3 OIKMCAHHBIX BBIIIE THUIIOB OTOOpa, T.K. 37ECh

MOBBILLIEHHBIE MPUCIIOCOOIIEHHOCTH HMEIOT YeThlpe TIOMO3UroThl (0Opa3oBaHHbIE auiensmMu 1/4,

J5/4 , 3/4 u \/13/4), xpoMe TOro, MHOXECTBO TI'ETEPO3UIOT HMMEET TaKHUE K€ IOBBIIICHHBIC
IIPUCIIOCOOJICHHOCTU (3TO T€TEPO3UTOTHI, 00Opa30BAHHbIE TAKUMU & U T, YTO 87 =7 /2+2nm , TAE N —

T000€ TEJI0€ YUCIIO).
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Pucynok 2.6 w(t,6)=1.5+1.5sin(8nt&), kpuBkie (1) — HAYAIBHOE paclpenesieHue «4acToT» ajulelieH,
(2) — mocne 1500 mokonenuii. Ha rpadukax cieBa — MyTaruii HeT, Ha TpaduKax crpaBa — ICUCTBYIOT
MyTaruu Buaa (2.12) u cienano macmTabupoBaHue (C LENbI0 YBUIETh HauOOJBIIYIO TOUYKY ((T)). B
MEepBOM psiy HadalbHOE pactpeaenenue (o(t)=1+sin(2nt), Bo BTOpoM - qo(t)=1, B TpeTbeM -
qo(t)=61", B geTBepTOM - qo(T)=Tsin(mt/2)/2.
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2.3.3 Bauanue Mymauyuii Ha CMAYUOHAPHbIE pPACHpEOENeHUA 6 Cyudae OMCYmCHmEUs

RIIOMHOCMHO20 IUMUMUPOCAHUA

[locne BBeneHus MyTauuid B ciydasix, Korja (yHKUMsS MPUCIIOCOOJIEHHOCTH HMMeNla BUJ
w(E,1)=0,1+(&-1)%, W(E,1)=1,6-(E-1)* mam w(E,1)=E+T, B pacmpenereHuii (pucyrku 2.3, 2.4, 2.5 -
COOTBETCTBEHHO) MOYTH HE MU3MEHWJICS, MyTallUU JIMIIb CJIETKa «pa3Ma3bIBAJIN» IMOUYTU JAUCKPETHOE
pacnpenenenue. Ha pucynke 2.6 mnpuBeneH OTOOP € BHAOM (DYHKIMH TMPUCIOCOOICHHOCTH
w(t,§)=1.5+1.5sin(8ntf), cucrema 37aech W 0€3 MyTalMid JIOBOJBHO YYBCTBUTEIhHA K BBIOOPY
HaYyaJIbHBIX yCI0BHUIl. MyTaluu MOTYT cjerka pa3masaTh «IUCcKpeTHoe» pacnpeaenenue (Pucynok 2.6,
NEPBBIN Psizl), IPU 3TOM €lle YBEIUYUTh pa3mep nuka (PucyHok 2.6, BTopoil psija), CUIbHO U3MEHHUTH
BUJI pacripesiesieHusl (B TPETbeM U 4eTBepToM psany, PucyHok 2.6). Ho MOXHO OTMETHTH, YTO IO-
MpeKHEMY HAOIIOAAI0TCS CUIIBHO HEOJHOPOIHBIE paclpeeieHUs] ¢ HEOOJIBIIUM KOJIMYECTBOM ITHKOB.
Ecnm yaects, uto BeiOpaHHas 37eck yactota myTanuu 6=0.1 yTpupoBaHO 3aBBIIICHA TI0O CPABHEHHUIO C
€CTECTBEHHOU (~10'5), TO BUJIUMBIEC Ha TpauKax MUKU MOKHO CUMUTATh MOYTHU AUCKpeTHhIMU. Hemb3s
HE OTMETUTh, YTO Oylarojaps MyTalMsIM TE€HETHYECKOe pa3HooOpa3ue TaM, € 3TO BO3MOXHO

(Pucynok 2.6: 2,3 u 4 psin) yBeTUIMIOCH.

Oo6cyxaenue

ConocTaBuM pE3yIbTaThl  IMMPOBCACHHOI'O B pa60Te YUCJICHHOTO OJKCIICPUMEHTA C
CYIICCTBYIOIIMUMHU OBOJIOMUOHHBIMHU TCOPUAMHU W HCEKOTOPBIMH JaHHBIMH O YacCcTOTax annenel‘/i,

HU3BCCTHBIMU JIA MMPHUPOAHBIX HOHy.]'IfIIII/II\/’I.

Tax, Bux (yHKIuE nprcnocodierroctr W(&,1)=0,1+(E-1)%, W, 1)=1,6-(E-1)* wrm w(E,T)=E+1,
COOTBETCTBYET TaK HA3bIBAEMOM «KJIACCUYECKOW» MOJENU MOMYISIUOHHO-T€HETUYECKOW CTPYKTYpPBI
Buna (Antyxos, 2003). JlelicTBUTENbHO, B KaXJIOM M3 TpeX CIy4aeB TOJbKO OJUH TE€HOTHUII
ONTUMAJIBHBIA, JI000€ OTKJIOHEHHWE OT JTOr0 TIEHOTUIIA  CONPOBOKIACTCS  CHH)KEHHUEM
npucnocobnennocTr. [lomydeHHbIe B pe3yibTaTe OJHOIMUKOBBIC pacmpeneieHust (pucynku 2.4, 2.5)
MOTYT a/IeKBaTHO OIKCHIBAaTh MOHOMOpP(HBIE JIOKYChI, KOTOpble OOJee TUIHMYHBI JAJsl T€HOMa, 4eM
nonuMopdusie (Antyxos, 2003). [InannenbHblil monuMop@usM, NOIYyUEHHbBIH B paMKaxX KJIaCCUUYECKOM
mozenu, (PucyHok 2.3) BBIMISAUT Kak-TO cHelU(UYECKH, MOCKOJIbKY 00a ajiens MpUCYTCTBYIOT B

PaBHBIX KOJIMYECTBAX, YTO HEXAPAKTCPHO IJId SKCIICPHUMCHTAJIbHBIX TaHHbBIX.

Bun ¢ynkuuun npucnocodnennoctd w(t,&)=1.5+1.5sin(8nt&) cooTBETCTBYET TaKk Ha3bIBaeMOil

«0anaHcoBOI» MOJENTH MOMYISIUOHHO-TEHETUYECKOW CTpPYKTyphl Buaa (Anryxos, 2003). B stom
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cllydae «ONTHUMAaJIbHBIMY SIBJISIETCS OECKOHEUHO OO0JbIIOE YMCIIO T€HOTHUIIOB, U3 HUX HEOOJIbIIas YacTh
TOMO3UIOTHBIE, a OCTaJIbHbIE reTepo3uroTHele. [IpumeuarenbHO, YTO U B 3TOM cilydae, HECMOTpS Ha
OECKOHEYHOE YMCIIO ONTUMAJIbHBIX T€HOTHUIIOB, B PE3YJIbTAaTE IBOJIIOLMH B MOMYJISUU OCTAETCA OYEHb
HebombIIoe ynciio amwienei. [loaydyeHHble reHeTHYecKue paclpeieseHUs] KaueCTBEHHO MOXO0XKU Ha
pacnpesesieHuss aIeNbHBIX YacTOT HEKOTOPBIX JIOKYCOB OTHENbHbIX momynsauuii  Drosophila
pseudoobscura (mo nanueiM [lpakama, JleontmHa m X900u, 1969; Ilpakama, JleBonTHHa uH
Kpymmneiikepa, 1973; (Jleontun, 1978, c.140-142)). Hampumep, mo nokycy Manataeruaporenasza (IV
xpomocoma) 2 u3 12 u3ydeHHbIX NOMyasuui OKa3aauch MOHOMOPGHBI (pUCYHOK 2.6, BEpXHUIl JIEBBIH
rpaduk), B 8 MOMyISUAX AUAIIEAbHBIA TOIUMOPPU3M (PUCYHOK 2.6, BTOPOil psil, J€BBIN rpaduk), u
B 2 — TpuaUIeNbHbINA MOMUMOPPU3M (PUCYHOK 2.6, TpeTHIl U 4YeTBEpPTHIN psin, JeBblid rpaduk). s
nokyca Manarneruaporenassl (IV  xpomocoma) xapakrtepeH HeOoraTblii MNOIUMOPQPHU3M, KOTA
KOHLIEHTpalus HanOoJiee 4acTo BCTpevarouierocs amiens cocranisier 6osee 90%. B pacnpeneneHusix
QJIJICJIBHBIX YaCTOT, MOJYYEHHBIX JUIsl HHTErpalbHON MoJAenu 6e3 MyTauuil (pUCYHOK 2.6, I€BBIN psf),
nojuMopdusM emie OenHee, 4YaCTOThl PEOKUX ajlesied COCTaBISIOT JECAThIE JOJM IPOLEHTA.
BBenenue B UHTErpaibHyl0 MOJAEIb MyTalMil MO3BOJWIO HOJY4YUTh Oo0Jiee CYyLIECTBEHHBIN
MOJIMMOP(U3M U3 TPEX U YEThIpEX aiieneld (PUCYHOK 2.6, BTOPOW, TPETUN U YETBEPTHIH psll, TpaduKku
cupaBa). KauecTBEHHO NOXOXXHUH Tpex- M YeThlpexajuleidbHbIH mnoaumMopdusM HaOIOgaeTcs B

HeKoTOphIX nomymsusax d. pseudoobscura 1o sokycy pt-8 (xpomocoma II).

JanbHeumas MoaupuKaIus CUHYCOUJAIBHOMN byHKIMH MPUCIIOCOOIEHHOCTH,
COOTBETCTBYIOIIEH OanaHcoOBOI Mojenu, U noadop OoJiee aJleKBaTHOM YacTOThI MyTaluii, BEPOSATHO,
MO3BOJIUT TIOJIYYUTHh COBIQJCHUE BEJIMYMH MOJICNBHBIX aJUICIBHBIX YacTOT W MOJYYEHHBIX
AKCTIEPUMEHTAIBHO, a TAaKXKe OMUCATh 00Jiee YeM YeThIpeX aJUIeTbHBIA MOTUMOP(H3M, XapaKTePHBIN

JUTst JIOKYCOB Dctepasa-5 (X-xpomocoma) u Kcantunaeruaporenasa (xpomocoma I1) d. pseudoobscura.

TakuMm o00pa3oM, NPOBENCHHOE HCCIEIOBAaHUE IIOKAa3bIBaeT, YTO B «ciaydyae oOOLIero
MTOJIOKEHUS» JaXkKe M3 OECKOHEYHO (KOHTHHYaJIbHO) OOJIBIIIOTO pa3sHOOOpa3us ajuielield, B IBOJIOIUN
MOMYJISIIUK B JIETEPMUHUPOBAHHON CHUTYallMM OCTaeTcs HEOOJbIIOW HAOOp IUCKPETHBIX ajliesei.
Jlaxxe BBeJEHHWE B MOJENH OOJBIINX PABHOBEPOSTHBIX MYTAallMid HE TPUBOTUT K TIOSBICHHUIO
YCTOMYMBBIX PAaBHOMEPHBIX pacupeneneHuid. MyTanMOHHBIA IPOLECC HECKOJBKO «pa3Ma3bIBacT
MOJTydCHHBIE PACHpPECICHHsI, HO OCTAIOTCS HEMHOTOYHCIICHHBIC IOYTH JUCKPETHBIC ITHKH, XOTS
KOJIMYECTBO M BEJIMYHMHA MTUKOB 32 CUET MYTAallMid MOKET BO3pacTH. [lo-BHIMMOMY 3Ta CHTyalusi He
M3MEHUTCS M JUTSI KOHEYHOTO, HO OYEHB OOJIBIIIOTrO YHCiia HAYaIbHBIX aJUleieid. Y paBHEHUST TMHAMUKA
TaKOBBI, YTO HE TPUBOJIAT K PABHOMEPHBIM paCIIpe/IeICHUsIM OOJIBIIOTO YKcia auienell. TummaHbpIMu

OKa3bIBAIOTCSl pacHpelesieHuss ¢ MaibiM yucioM ¢opMm. HMeHHO 3TUM MOXET ONpenensTbes
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CYLIECTBEHHAasl OTPaHUYEHHOCTh aJIEIbHOTO pa3HOO0Opa3us 1o OoJblIeMy YHCIy F€HOB, HaOnronaeMas

B IIPUPOJIHBIX MOMYJIALMIX.
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I'naBa 3. Bo3pacTHasi CTPYKTypa M €CTeCTBEHHbI 0TOOP: HA MpUMepe NMOMYJISIIIUH,
COCTOSIIEeH M3 IBYX BO3PACTHBIX KJIACCOB

XKuzHeHHble IMKJIBI MHOTUX OMOJIOTUYECKMX BHJOB MUMEIOT SIPKO BBIPAKEHHYIO BPEMEHHYIO
MEePUOJUYHOCTh, KaK MpPaBWIO, NPUYPOUYEHHYIO K CE30HHOM MEPUOJUYHOCTH KIUMaTa 3eMJIH.
[Tonasinsromniee OONBIIMHCTBO TAaKUX BUAOB MMEIOT YETKO OUYEpUEHHBIH (BechbMa HEOOJIbIION) Ce30H
Pa3MHOKEHHMsI, BO BpeMsI KOTOPOTO Kax/1as JOKaJlbHas MOMYJISALHUS [IPEICTaBIseT OO0 COBOKYITHOCTb
JUCKPETHBIX HETEePEeCceKaroUIuXcsi BO3PACTHRIX Ki1accoB. Bo MHOTMX ciydasiX YMCIEHHOCTH KaXKJIOIO
U3 3TUX KIACCOB OIPENENSIOTCS, B OCHOBHOM, YHCJIEHHOCTSMHU MPEALIECTBYIOIIUX BO3PACTHBIX

KJIACCOB B MPEIBIAYIIHN PENPOAYKTHBHBIN IEPHOL.

B nHavane 70-x mponuioro CToJeTHs NOSBUIMCH JOCTATOYHO TITYOOKHE MUCCIIETOBAHUS MOICTICH
TUHAMUKH Takux nomyisnuil (Hanpumep, (Iamupo, 1972; May, 1974; Hassel et al., 1976; lllanupo,
Jlynmos, 1983)). Pe3ynpTaThl 3THX HCCIEAOBAHWNA CHJIBHO HW3MEHWIM TIPEICTABICHUS O POJIU
IUIOTHOCTHO-3aBUCHMBIX JIMMUTHPYIOMHUX (AKTOPOB B TMOJICPKaHUM YCTOMYMBBIX OJTHOBHIOBBIX
coobmiectB. Oka3anoch, YTO HaJIMYUE TAaKUX (PAKTOPOB UL MOMYJSIHH C HEMEPEKPHIBAIOIIMMUCS
MOKOJICHUSIMHU JIAJIEKO HE BCErja MPHUBOJUT K YCTOWYHBBIM CTAI[HOHAPHBIM 3HAYCHUSM YHCICHHOCTH.
Bonee Toro, IMEHHO TUIOTHOCTHO-3aBHCHUMBIE (DaKTOPBI OKA3BIBAIOTCS B 3TOM CIIydae OTBETCTBEHHBIMHU
32 BO3HHMKHOBEHHE KOJIEOATEIbHBIX PEKUMOB JUHAMHKH TIOMYISIUHA W MOTYT TPUBECTH Jaxe K
XaoTH4YeckoMy (IceBaociyyaiiHoMy) u3MeHeHuto ee uucieHHoctu (Getz, 2003; Reluga, 2004;
Lebreton, 2006), mnpuyem Bce OSTO MPOSABISETCS YK€ B  NPOCTEHIINX  OJHOMEPHBIX

ACTCPMUHUCTHYCCKUX MOACIIAX.

B nmpocrefimmx Moaensx MNONYISIMOHHONW JMHAMHUKU pPaccMaTpUBAIOT JIUIIb H3MEHEHUs
oOlieil YUCIEHHOCTH TMOMYJSIHMM B MPEANOJOKEHUH, 4YTO pa3MyHble €€ TIOKOJEHHUS He
MEPEKPHIBAIOTCA. JTO TMOJI0KEHHE CIIPaBEAJIUBO JUIsl HEKOTOPHIX IPUPOJHBIX NOMYJALUNA (Hampumep,
JUIS OT/AETbHBIX BHJIOB HACEKOMBIX, TOPOYILIHN, KalbMapoB), OJHAKO TaKasi CUTyallUsl SBJISIETCS CKOpee
UCKIIIOYEHHEM, dYeM IMpaBwioM. Eciau e MNpoJoJDKUTENbHOCTh MKU3HU KaXJ0TO TOKOJIEHUS
OKa3bIBACTCSl CYHUIECTBEHHO OO0JIbILIE BPEMEHH, MPOTEKAIOLIEro MEXIy CE30HAMU Pa3MHOXKEHHS, TO
KaXKJasl JIOKaJlbHasl MOMYJSLMS BO BpPEMsl Pa3MHOXKEHMSI COCTOUT W3 OCOOeH, MpHHAIekKAIINX K
pasabpiM Bo3pacTHbIM rpynmnaMm (Hastings, 1992; Lebreton, 1996; Kooi, Kooijman, 1999). B stom
Cllydae YHCIIEHHOCTH KaXK/J0H BBIIEISIEMONW BO3PAaCTHOW TIpPYIIbl €CTECTBEHHO paccMaTpuBaTh B
KayecTBe NepeMeHHbIX Mojenu. CrnocoO pa30HeHus MOMYNISLMM HAa BO3PACTHBIE TPYHIBI OOBIYHO

OMpCACIIACTCA OMOJOTUYECKUMU 0COOCHHOCTIMU paccMaTpuBacMOIo BU/Ja.
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PaccmoTpuM Mozens MONyAsiUUM € BO3PAaCTHOM CTPYKTYpPOW, KOTOpas MOMKET ObITh
IIPEJICTABICHA  COBOKYNIHOCTBIO  JIBYX  BO3PAaCTHBIX  KJIACCOB:  MIIAJIIETO,  BKJIKYAIOLIErO

HEII0JIOBO3PEIBIX 0CO0CH, M CTapIIIero, COCTOSIIEr0 U3 0co0eH, yH4acTBYIOIIMX B PA3MHOKEHHH.

O6o3HaunM uepe3 X, - UYWCIEHHOCTh MJIAJIIEr0 BO3PACTHOTO Kjacca B #-bIii CE30H
pPa3MHOKEHMS, a Y, - YUCIEHHOCTb PENpOLYKTMBHOW dYacTu mnomnyisuuu. [lepmon pasmMHOKeHUs
3aKaHYMBAETCS TIOSBIICHHEM HOBOPOKJICHHBIX 0co0€il ciemyromero nokoienus. byaem npexamonarars,
4TO BPCMCHH, MHNPOTCKAIOMICIO MCKIAY JABYMA MOCICAOBATCIBHBIMH IEPHOAAMU Pa3MHOXCHUA,
JIOCTAaTOYHO JUIsl Ppa3BHTUS 0OcoOeil Mitajmero BO3pacTa [0 TIIOJIOBO3PENIOTO COCTOSIHUS, a
HOBOPOXKIACHHBIX (I/IJ'II/I J'II/IT-II/IHOK) A0 COCTOSAHHA MJIAAIICTO BO3pacTa. I[OHYCTI/IM, YTO BBI)KUBAEMOCTH U
BOCTIPOM3BOJIMTEIbHAS CIIOCOOHOCTH TIOJIOBO3PENIBIX OCOOEH HE 3aBHCHUT OT BO3pacTa. ITO
MMpaBOMCPHO I OPraHMu3MoOB C HEOOJIBIINM BPEMCHCM JKU3HH, BKIIOYAKOIIWM JABa-TpU IIEpHOIA
Pa3MHOXCHHUA, KaK Y MHOI'MX HACCKOMBIX, pBI6, MCJIKUX MIJICKOIIUTAOMUX, ABYX-TPEX JICTHUX

pacTeHui u ap.

HpI/I MMPCAIIOJIOXKECHUH, YTO BCC INNIOTHOCTHOC JIMMUTHUPOBAHUC OCYHICCTBIIACTCA Ha CTaduU
BBDKMBACMOCTHU MJIAAIICTO BO3pPAaCTHOI'O KiiaCcCa, YpaBHCHUA JUHAMUKH, CBA3BIBAOIIHUEC YHCIICHHOCTH

BBIJICJICHHBIX BO3PACTHBIX I'PYIIT B CMEXKXHBIX ITOKOJICHUAX UMCIOT BHU:

Xn+I:aYn
Y+I :an(Xn)+CYr1’

n

TJI€ @ — 9TO PENPOYKTHUBHBIN MOTEHIIMAT CTapIIEero BO3PACTHOTO KJIACCa, ¢ — €ro BBDKUBAEMOCTH, f(X)

- yHKLIHS, XapaKTepHU3yIOIllasi YMEHbIIEHUE BbDKUBAEMOCTH C POCTOM YHCIEHHOCTH.

Curyanus, Korja BbDKMBAa€MOCTh MPUILIOA B OOJIbILIEH CTENIEHH 3aBUCUT OT €ro COOCTBEHHOM
YUCJIEHHOCTH, U MPaKTU4YEeCKH (JIMOO COBCEM) HE 3aBUCUT OT BEJIIMYUHBI IOJIOBO3PENION TPYIIIIBI,
LIIMPOKO pacnpocTpaHeHa B Ipupofe. Tak, y BHIOB C BBIPAKEHHON CTaJMMHOCTBIO BO3PACTHBIE
IPYIIbl MOTYT OBITH pa3JieieHbl reorpauuecku U pa3BUBAIOTCSA B Pa3HbIX YCIOBHSX, HE BCTyMas B
KOHKYPEHTHBIE OTHOILEHUSI MeXay co0oil. [Ipumepom MOryT Ciy)KHUThb MHOTHE BUJABI PbIO, KOTOPBIE,
OTJIO)KUB UKPY, MUTPUPYIOT B APYTHE MECTA, MAJIBKHU K€ Pa3BUBAIOTCS OTIEIBHO U IPUCOEANHSIOTCA K
OCHOBHOMY CTaJly, JINIIb JOCTUTHYB OIPENEIECHHON CTauu 3pesoCcTH. BMecTe ¢ TeM, CpaBHUTEIBHBII
MozenbHbli aHanu3 (®pucman u nap., 2010) mokasan, 4To majJeHUE BBDKMBAEMOCTH MPUILIOAA C
YBEJIMYEHUEM €T0 YUCIEHHOCTU SIBJISIETCS OJAHMM U3 caMbIX 3()()EKTHUBHBIX MEXaHU3MOB DPETYISILIMU

pa3mepa HoMmyJIsIUH.
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Orpanu4uMcst pacCMOTpEeHUEM JUHEHHOro BUAa GpyHkuuu mumutupoBanus: AAX) = 1- X/K, rae
K — MakcuMalpHO BO3MOXKHAas UHCIEHHOCTh MIIAJIIIEr0 BO3PACTHOrO Kiacca. B artom ciydae

€CTECCTBCHHO Hepel\/’ITI/I K OTHOCUTEIILHEIM 3HAYCHUSIM YUCIECHHOCTEN
Xn = X/K, yu=Y/K

" pacCMaTpuBaTh YpaBHCHHUA AUHAMHUKHU

Xn+l =AYy

Yn+1 :xn(l_xn)+cyn

(3.1)

B pabore (®pucman, Ckanenxas, 1994) mpoBemeHO neTaabHOE HCCICIOBAHUE JTUHAMHUKU
YUCJIEHHOCTH JIBYXBO3PAaCTHOM MOIMyJsLuHU, onuckiBaeMoit mozenbio (3.1). [lokazano, kak ¢ poctom
[IapaMeTpoB PENPOAYKTUBHOIO MOTEHIMANA (@) U BBLDKMBAEMOCTU () MPOUCXOIUT YCIIOKHEHHE
JTMHAMUKA YUCIIEHHOCTH: MPHU HEOOJBINMX 3HAYEHUSX ITHUX IapaMeTPOB YHCICHHOCTh ITOCTOSHHA,
MIOTOM TIOSIBJISIFOTCS KOJieOaHMsI — CHadayia peryisipHble, a Jajee — U XaoTh4eckue. B cBoro odepens
€CTeCTBEHHO MPEAIOJI0KHUTh, YTO POCT IUIOJOBUTOCTH 0COOEW M WX BBDKMBAEMOCTH B TPUPOJIHBIX
MOTYJISIUSAX TPOUCXOJUT B TMPOIECCE WX DBOJIONHMH TIOJ JACWCTBHEM E€CTECTBEHHOTO OTOOpa. DTO
03HA4yaeT, 4YTO B MPOLECCE E€CTECTBEHHOM OHBOIOLUUU IPUPOJHON TOMYJIALMH C BBIPAXKEHHON
CE30HHOCTHIO JKU3HEHHOTO IIMKJIA JIOJDKEH IPOUCXOJUTH 3aKOHOMEPHBIH IEepexo]] OT yCTOMYMBBIX
PEKUMOB TMHAMHUKH YHCICHHOCTH K KOJIEOAHHUAM U Xaocy (IICEBIOCTOXaCTHUYECKOMY ITOBEICHHUIO), T.€.
Mepexo] OT PABHOBECHBIX PEXHMMOB JUHAMHKH K HEPAaBHOBECHBIM. DTOT pe3ylbTaT HAXOIHUTCS B
SIBHOM MIPOTHUBOPEYNH C MHTYHUTHUBHBIM IPEICTABICHUEM 00 YBEITMYCHUH CTAOWMIBHOCTH TOMYIISALINHN C

POCTOM ee CpeHel MPUCTIOCOOICHHOCTH.

MexaHu3M 3aKOHOMEPHOTO 3BOJIIOLMOHHOTO YCJIOKHEHHS IUHAMUKH CTPYKTYPHUPOBAHHOU
MOMYJISIIUK MOXHO HPOWJUTIOCTPUPOBATh, pacCMOTPEB 3(PPEKT NEeHCTBUSA €CTECTBEHHOIO O0TOOpa Ha
IIpUMepe MPOCTBHIX MOJENIBHBIX CUTYaI[Ui, KOTrJa aJalTUBHBIN NMPU3HAK @ WU ¢ (WM J1aXke OHU 00a)

KOIJUPYECTCA OJHUM NJHUAJUICIIBHBIM JIOKYCOM.

HccnenoBanue W3MEHEHHH B TEHETMYECKOM CTPYKTYype M IOBEICHHM YHCICHHOCTH
CTPYKTYPUPOBAHHOM MOMYJSALUU, CBA3AHHBIX C JEHCTBHEM 3BOJIIOLMOHHBIX (PAKTOPOB (B HEPBYIO
odepeqlb, ECTECTBEHHBIM OTOOpOM), HA JaHHBIK MOMEHT OCTaeTcs cjabo mpopabOTaHHBIM.
PaccmoTpenne naxe A0CTaTOYHO MPOCTOM MOJEIBHOM CUTYyallMu, KOrAa MOMYJISIHUI COCTABIISIIOT JBE
BO3PACTHBIC TPYIIBI U OJWH WM 00a €€ DKOJOTHUECKHX MapaMeTPOB OMPENEIAETCS TEHETUYECKH C
YU€TOM MCHHCHCBCKI/IX 3aKOHOB HaCJICAOBaHWA, IO3BOJIACT 3aryIsIHYThb BHYTPb O3BOJIIOINMOHHBIX

mpouecCoB MW  BBIABUTL PpAd HCOYCBHIHBIX BHYTPCHHHX CBOI‘/’ICTB, MNpUCYHIUX  3BOJIOLWH
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CTPYKTYPUPOBAHHOM MOIYJSALMH, KOTOPBIE

9KOJIOrMYC€CKOro MOoACIUPOBAHHUA.

§ 3.1 BoiBoa ypaBHeHHiT {HHAMHKH

OCTar0TCd HCOCBCIICHHBIMHA

O0603HaueHus: YUCICHHOCTEN cpasy MocJe npolecca pa3sMHOKEHUS (3a4aTus)

paMKax

TCHOTHIIBI asenu

AA Aa aa A a

n-bl oA (Ce30H)™
Hetu (ronoBuku) | Xy4(n) Xao(n) Xaa(n) L4(n) Lq(n)
Paszmuoxaromuecs | Yy 4(n) Y4a(n) Yau(n) My(n) M, (n)
Hogsebie 3uroTst Z4(n) Z44(n) Zao(n) Ny(n) Na(n)

(n + 1)-b1ii ro (ce30H)
Hetu (ronosuku) | Xyy(n+1) Xao(n+1) Xaa(n+1) Ly(n+1) Lo(n+1)
Paszmuoxaronuecst | Yy q(n+1) Yis(n+1) You(nt+1) My(n+1) M, (n+1)
Hogsebie 3uroTst Zs(n+1) Za(nt+1) Zao(n+1) Ny(n+1) Ny(n+1)

cyryoo

*Bce OTHOCUTCS K n-OMY rofly (C€30HY pa3MHOXKEHHs), a HE K MOKOJIEHHIO, TIOCKOJIbKY Z(1) 3TO yXe

cienyromee mokojaeHue, a X(n), mo-BUauMomy, eiie mpeabiayIiee.

La(n) = 2X44(n) + Xaa(n), Lo(n) = 2Xaa(n) + Xaa(n), (3.2)
My(n) =2Y14(n) + Yaa(n), Mu(n) =2Yau(n) + Yao(n), (3.3)
Na(n) = 2Z44(n) + Zsa(n),  No(n) = 2Zaa(n) + Z1a(1). (G.4)
X(n) = Xaa(n) + Xaa(n) + Xao(n),  L(n) = La(n) + Lo(n), L(n) = 2X(n), (3.5)
Y(n) = Yaa(n) + Yaa(n) + Yaa(n), M(n) = Ma(n) + Mu(n), M(n)=2¥(n), (3.6)
Z(n) = Zaa(n) + Zao(n) + Zaa(n),  N(n) = Na(n) + No(n), N(n) = 2Z(n). (3.7)
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3.1.1 Onucanue npouecca pazmHoOIceHUA
A) Ilanmukcus ecamem

1. ITpon3BOACTBO raMeT C y4ETOM MX BBIKMBAEMOCTH
NA(n) = 2gAA YAA(") + gAaYAa(n)a Na(n) = 2gaaYaa(n) + gAaYAa(n)a

rae g; — raMeTONpOAYKIMs, CPEIHEE UYUCIIO HOBBIX ramer (ajuleleil) Ha €IUMHMIlY CTapbIX, y4TeHa

BBIKMBAEMOCTb T'aAMET, IPUYEM I€TEPO3UTOThI POU3BOAAT 00a TUMA raMeT MOPOBHY (Z4a=Lu4)

2. Coenunenue ramet (I[lanmukcus ramer):

HJIN

2, (n)= 28t (%f)ma(n))z - 7 ()= 28utuln) gAayAa(,;v)ziz)gwna (1)+ 2,,7.,(1)

Otcrozia BUIHO, YTO IIPH IIPOU3BOJIBHBIX g HE YA€TCs BBIPA3UTh Zy4(n) U Z4q(n) uepes My(n) u M (n).

IlycTh BCe gjj paBHBL: g;; = g, TOT1a

_ @, m)+ Y, () _ @27, (n)+ ¥, (n))2Y,, (n)+ 7, (n))
Z 4 (n)_ 2N(n) Z 4 (n)_ g N(n) 3
g'Min). _ &M, (m)M,(n) _g'M,(n)
AA( ) 2N(n) > Aa(n)_ J N(n) ) aa( )_ g2N(n)
Cymmupys 1 yuutbiBas (6), noiaydaem
o) =S50S0, 27(0) ()= v, )
24000, 2, 0)- BMLOMLL, 7 )£

b) Ilaumukcus 3ueom
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OObpa3oBaHue map W poxjaeHue (3adaTue) noTomMcrna (Z — MOTryT ObITh JUYMHKH WJIM 3MOPHOHBI, B

oO11eM, HOBbIE 3UTOThI). Y UUTHIBast 3aKOHBI MeHIels, oJlydyaemM

2744\ \n ’ 2040V \n) 21,4, Y, (0 2.
SR NT A NOTERN AT

7 (n) 2740 4aY 4 (n)YAa(n)+ 2rAa/Aa( a(n))2 n 27441 ta aa(n)YAa(n)+ 2740 ¥aa\n
A 2Y( ) 4Y (n) 2Y(n) Y(n)

3nech 7y — KOOQPQULUHUEHT POKIAEMOCTH, CPETHEE YUCIIO IOTOMKOB Ha OJIHOTO POAUTENs, a 2r;; — Ha
nmapy, UMCrOmyr COOTBCTCTBYIOIIMEC I'CHOTHUIIBI. O‘-ICBI/I)IHO, 4TO IIPpH IIPOU3BOJIBHBIX 74 HC YAACTCA

BBIPA3UTh Z44(n) U Zy,(n) uepes My(n) u M,(n).

HYCTB BCC 7j; paBHBIL: 7j; = r, TOI'’1a HCTPYAHO IIOTTY4YUTD

7, (n)=r (2v,,(n)+7Y,,(n)f 7 )= (27,,(n)+7Y,, (n)N2Y,.(n)+7Y,.(n))

4Y(n) 2Y(n) ’
OTKyJa, yuuThbiBas (2) u (5), OKOHUATEIHHO UMEEM:
_rMin), _rM ()M, (n), _rMg(n)
ZAA(”)_W’ ZAa(n)_Tn)’ Z,.n)= 20 (n)

3.1.2 Onucanue npoyecca évlocusanus

Xif(n+1) = uy; Zi{(n)
Yi(n+1) = v; Xi(n) + ¢ Yi(n),

I U, vij U Cj - K0O3(POUIUEHTHI BBKMBAEMOCTHU (10JIM BBDKUBIIMX 3a CE30H) IJIS ij — IO F€HOTHIIA

3apO/IbIIICH, HEMIOJIOBO3PEIIBIX U PA3MHOYKAIOIINXCS 0COOCH, COOTBETCTBEHHO.

3.1.3 Bbl600 ypasHenuil OuHamMuKu yacmom aujesneil U YucjaeHHOCmell 603PACHHbBIX K1ACCO8

O6o3HaueHus: g, (n) =

Nmeem



Ly(n+1) _ 2X ,(n+1)+ X, (n+1) _ 2u,,Z 1, (n)+ 14,7 1, (n)

4,(n+1)= Ln+1) Lin+1) B Lin+1) s
_ ”“AAMA?(H)"' ru M, (n)Ma (n) _ M(n) . "“AAMA?(H)"' ru M, (")Ma (n)
Lin+1)M(n) Lin+1) M?(n) ’
OTKy/1a
0404 1)= 0 o 0 (),
AnanorudHo,
0 1)= Ko, ) )

IIO3TOMY

e 20— 302 o), 0 o) =),

M(n)
CJICA0BATCIILHO
_ P4 (n)(uAApA (n) TULWP (n))
QA(n +1)_ L_l(n) > (3.8)
X(n + 1) = I’I/_l(l’l)Y(l’l)
Hamnee
», (n + 1) _M, (” + 1) _ 2Y,, (n + 1)+ YAa(n + 1) _ 2V X s (”)"‘ 2¢,,Y (n)+ VaaX ta (n)+ Ca¥ a (n) —

M(n+l) M(n+l) M(n+l)

_ 2v X 44 (n)"' ViaX 4q (n)"' Ny (n)"' Cau¥sa (n)
M(n+l) '

pa(n+1) (3.9)

Otcroa BUJHO, YTO NPH IPOU3BOJIBHBIX V; U (WIN) c; HE yaaeTcs BbIpa3uTh pin+l) uepes pi(n) n

gi(n).

1. Iycms éce vij paguul: vij = v, u 6ce cij maksice paguuvl medxicoy coboit c;j = c. T.e.
paccmampueaem omoop no npucnocodIeHHOCMAM 3apoobiuiert
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_ V(zXAA (n)+XAa (n))+c(2YAA (n)+YAa (”)) _Y A(”)+c A(”)
pA(n+1)_ M(n+1) - : M(n+A14)

HIJIN

= S i)

CJICAOBATEIIBHO,

e e o e ) B Lo (N O )

M(n + 1) (n) M(n + 1) (n)
Ananorudso,

_ M(n) L(n _ M(n X(n
)=t o, 2 o) = [, ) 5 s
O3TOMY
M(n+1) Y(n+1) X(n) vX(n)+cY(n)

= =y +c=

M(n)  Y(n)

Y(n)

OTCIOI[a IMoJIyda€M ypaBHCHUA JUHAMUKHA

vg, (WX (n)+cp, (n)¥ (n)
vX(n) + cY(n)
Y(n+l)=vX(n)+cY n)

pA(n+1):

5

BBegem Temepp TUIOTHOCTHOE PETYJIMPOBAHHWE POCTa YHMCICHHOCTH. bynem cuurtarh, 4TO
BBIKMBAEMOCTb MJIAJIIIETO BO3PACTHOTO KJIACCa JIMHEHHO 3aBUCUT OT €r0 YMCIEHHOCTH.
X(n)

v:v(X(n))zl— rak

rac K — MakcuManbHO BO3MOYKHAS YHUCIICHHOCTD IOITYJIALUHA. Nmeem

qA(n)X(n)(l_X(")jpr(n)y(n)
P X(n)(l —X[[g")] +cY(n) ’

Y(n+1)= X(n)(l - %} +cY(n).
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[lepeiinem Kk OTHOCUTENIBHBIM (OTHOCUTENBHO K!) 3HAUEHUSAM YHCIEHHOCTH

" IOJIyYHUM OKOHYATEIIHLHBIH BHJ ypaBHCHI/II\/’I JUHAMUKU:

_Pu (n)(uAApA (n) TUWLP, (n))

q, (n + 1) I/_t(n)
- x(n) s ep )
L e (e ) e

Jlanee BBeJEM HOBBIE IEPEMEHHBIE Wj;; = Fuj;, HA3BaB HX «IIPUCIIOCOOIEHHOCTH» U OyaeM

paccMaTpuBaTh CUCTEMY

_ Py (n)(WAApA (n) T WiPa (n))

q 4 (n + 1) = W(n)
1y R0 e, o)
P D= ) ol 10

rac W = WAApj (n)+ 2WAapA(n)pa (n)+ Waapj(n) °

2. Ilycmv 6ce v; paenvl: vi = v, u 6ce u; maxyce paguvl mexycoy cooou u; = u. T.e.
paccmampugaem omoop no GvIHCUBAEMOCMAM 6 PEnPOOYKMUGHOIUL 2PYRNE HA NOC1E0YIOULUX
200aX JHCU3HU

VYpaBuenust (3.8), xapakTepus3ymolIMe JIWHAMHKY YHCICHHOCTM U 4YacTOThl auienens A B

JNOPENPOAYKTUBHOM YaCTH MONYJISLIUHA MOKHO IIEPENHUCATh B BUJIE:

q.,n+1)=p,(n),
X(n+1)=ru¥(n). -11)
Hamnee

M(n+l)_Y(n+l)
M(n) — Y(n)

X(n) L Caa¥ua () + €Y o () + CagYaa () _ vX(n)+e(n)Y(n)

Y(n) Y(n) Y(n) ’

=V

rae c(n)=cy  pys(n)+cy,04,(n)+cyyPoq(n) - CpenHAs BBLKMBAEMOCTBH IOJOBO3PENBIX OCOOEH 7-
OT0 CE30Ha Pa3MHOKEHUS MPH MEPEX0/Ie K CIETYIOMEMY CE30HY,
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p;i(n) =Yij(n)/Y (n) - 4acTOTa TCHOTHIA [j B PENPOIYKTUBHON IPYIIIE 7-0r0 CE30Ha Pa3sMHOMKCHMUS,
Paa(n)+ pa(n)+ py,(n)=1.
Bepuemcs x ypaBaenwuto (3.9):

_ 2v ., X 4 (n)+ V1aX 4a (n)+ 2¢,,Y,, (n)+ Caa¥ia (n)

PA(”+1) M(n+1) -
_ V(2XAA(n)+ X 44 (n)) +2¢,,Y,, (n)+ C1a¥ sa (n) _ M(n) vL,(n)L(n) n 2¢,,Y,, (n)+ C1a¥ sa (n)
- M(n + 1) - M(n + 1) L(n)M(n) 2Y(n)
CyuP a4 (n)+ chapAa (n)
_ Y(n) Vg (mX(n) 2 _
vX(n)+ E(n)Y(n) Y(n) 1

vq ()X (n)+ Y(n)(CAApAA (n)+ ;cAapAa (n))

vX(n)+c(n)Y(n)
[TockonbKy AeicTBHE €CTECTBEHHOIo OTOOpa MPHUBOJUT K HAPYUICHUIO pPaBHOBECHS XapIu-

BaiinGepra, onpeaensiomero COOTHOIEHUS YacTOT ajlielied U T€HOTUIIOB B PENPOIYKTUBHON 4acTH
MOMYJISIIUK, TOJYYEeHHOE YpaBHEHHE JMHAMUKHM YacTOThl amienss A He IOJHOCTbIO OIKCHIBAET
JUHAMHUKY TEHETMYECKOr0 COCTaBa ATOW 4YacTH MOMYJSLUH, II03TOMY HEOOXOJIUMO BBIBECTH

YPaBHEHMsI AJI 4acTOT T€HOTHUIIOB p;j(71) WIA YMCICHHOCTEW I€HOTHUIIOB PEMNpOJyKTUBHON IPYIIIbI

Yi(n).
YAA(” + 1): VX 14(n) +CAAYAA(”)a
Brpasium X 4,(n)= X (n)p . (n—1)= X (n)q . (n).

Y44 (” + 1): VX(”)‘]AZ(”)JF Cya¥ 4u (”)

[To ananoruu moJrydaeM 4MCICHHOCTH PEMPOTYKTHBHBIX 0COOEH ¢ IPYrMMH T€HOTUIIAMH:
YAa (n + 1) = 2VX(n)qA (n)qa (I’l)+ cAaYAa (l’l)
Yaa(n + 1) = vX(n)qaz(n)Jr C,.Y, (n)

aa”aa

B pe3ynbTaTe nosydaem S5 ypaBHEHUN TUHAMUKHU
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X(n +1): qu(n)
q.(n+1)=p,(n)= [YAA (n) %m (n)]/Y(n)

YAA("+1):VX(n)qu(n)+cAAYAA(n) (3.12)
Y, (n+1)=2vX(n)g,,(n)g,(n)+c,,Y,,(n)
Y,,(n+1)=vX(mq,’ (n)+c,,Y,, (n)

WJIN B 4aCTOTax

X(n +1): qu(n)
Y(n+1)=vX(n)+c(n)Y(n)
9.4 (n + 1) =Py (n) = pan) +%p/m (n)
» (n + 1) _ VX(")QA( ) +Y(n)C, P 44 (n)
" vX (n)+c(n)Y(n)
2 (), ), () V)0
vX (n)+e(mY(n)

(3.13)

pAa(n+1)

rae Y(n) =Y, (n)+ Y, (n)+ Y, (n)- 00Iasi YHUCIEHHOCTh PENPOAYKTUBHOW T'PYIIIBL; ¢, (n) =l-gq, (n),

paa(n): 1 _pAA(n)_pAa(n)'
Mo3>kHO onucaTh IMHAMUKY TaKOW MOMYJISIIIUU CUCTEMOU U3 4-X ypaBHEHUH C 3ama3/bIBAHUEM:

X(n + 1) = qu(n)
Y, (n + 1) = VX(”)pAZ(n - 1)+ N (n)

Vool +1)= 20X (n)p, (0~ )p, (0 1)+ ¢, ¥, () G149
Y, (n+1)=vX(m)p,’ (n=1)+¢c,Y,,(n)
NN
X(n + 1): qu(n)
Y(n+1)=vX(n)+c(n)Y(n)
2
pi(na D)= vX(n)pAv(; (;;)+ ;(IZ(%APAA (n) (3.15)
p o (n41)= 22X D4 A 1§+ Y ()¢ paPaa(n)
Aa vX(n)+ E(n)Y(n)
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BBIYUCIISS 4acTOTy amtens A B POAUTEIBCKOM MOMYJIALUN 1o bopmyie:

1 1
pA(n—1)=(YAA(n—1)+5YAa(n—1)]/Y(n—1) o pa(n=1)=pu(n=1+=p,(1-1)
COOTBETCTBEHHO.

3. Ilycmv e6ce vij pasnwvi: vij = v, a uij u cij pazruunvt. T.e. paccmampueaem 00uHn

naeiomponHulil J10KYC ¢ OMOOPOM RO BbLIHCUCAEMOCMAM 6 PEnPOOYKMUGHOU Zpynne Ha
ROCIEOYIOWUX 200aX HCUZHU U RO RPUCROCODIEHHOCHAM 3apoo0bluiell
[TonyuenHsle B mpeablayIeM MyHKTe 5 ypaBHeHUM nuHaMuKku (3.12) oka3pIBarOTCS ypaBHEHUSIMU C

3ar1a3abIBAHUECM .
X(n+1)=rit(n)y(n)
q, (n +1) (n)(uAApA ((n))+u,4apa (n))
YAA(n+1) vX . (n)+cyy AA(n) (3.16)
Y, (" + 1) =vX,,(n)+c,Y, (n)
Y (n+1) =X, () +¢,,,(n)
Tk XAA(n):ruAApA(n_l)ZY(n_l) ) XAa(n):2ru,4ap,4(n_l)pa(n_l)y(n_l) )

X, m)=ru,p, (n —l)zY(n - 1).
[TosTomy mepenumem cuctemy (3.16) B Buzie 6 ypaBHeHH 0€3 3ama3IbIBaHUS

XAA(n +1) = ruAApA(n)ZY(n)

X iy (n+1)=2r,p  (m)p, ()Y (n)
X, (n+1)=ru,p, ()Y (n)
YAA(n+1):VXAA(n)+cAAYAA(n)
YAa(n+1):VXAa(n)+cAaYAa(n)
Y, (n+1)=vX,,() +c,Y,(n)

aa™ aa

(3.17)

Wnu B wactotax
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X(n + 1): rﬁY(n)
QAA(”+1)=MAAPA(n)2 /u
Gaa(n+1)=2u4,p (W) py(n) /i
Y(n+1)=vX(n)+cY(n)

3.18
pn+1)= vX (n)q44(n)+Y(n)c 14p44(n) (3.18)
A4 vX(n)+EY(n)
1) KO T 0, 0
Aa vX(n)+cY(n)
Wnu
X(n + 1) = rLTY(n)
Qual+ 1) =0, (a0 + >, ()
0100 1)= 2, (P )+ D, D)1= P 0) =, () 7
Y(n+1)=vX(n)+c¥(n) (3.19)
p (n n 1) _ vX(n)q ., (n)+ Y(n)cAApAA (n)
. vX (n) + E(Y)(n) n
_ vX(n)q,,(n)+Yn)c,,p,\n
Paln+1)= vX(n)+cY(n)

rae c(n)=cy pys(n)+cy,P4,(n)+cyyPoq(n) - CpenHAs BBLKMBAEMOCTH IOJOBO3PENBIX OCOOEH 7-

oro CE€30Ha Pa3MHOKCHHA Ipu nepexoae K CJICAYIOIEMY CC30HY,

rie(n)=ru , p*(n)+2ru, p,(n)p,(n)+ru, p>(n) - cpemnss TPHCIOCOGNEHHOCTh 3apOBIIIEH,

1 1 1
Pa=DPas +5pAa’ Pa=1-DP4y _EpAa’ 94 =944 +5qAa’ Ga=1-quq _EqAa'

BBengem Temepp MIOTHOCTHOE pEryJIMpOBaHUE POCTA YHMCICHHOCTH. byaem cuurtarh, 4TO

BBDKMBACMOCTb MJIAAIICTO BO3PACTHOI'O Kiiacca JIMHEMHO 3aBHUCHUT OT €0 YHCICHHOCTH.

Xn
v=v(X(n)):1— (),
K
rae K — MakcUMajabHO BO3MOXHas YHMCIECHHOCTh monyisauuu. IlepeiiieM K OTHOCUTEIBHBIM

(otHOCHUTENBHO K'!) 3HAYEHUSIM YUCIEHHOCTH
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U BBEJEM HOBBIE IIEPEMEHHBIE W = 7'U;;, HA3BaB UX «IIPUCIIOCOOIEHHOCTH»; OyAeM paccMaTpHBaTh

CUCTCMBI:

x(n + 1) = wy(n)
y(n+1) = (1= x(m))x(n) + € (n) y(n)
QA(n +1): PN +%p/m(n)

_ (1- x(”))x(n)q/i (n)2 +y(n)c P (n)
(1- x(n))x(n) +c(n) y(n)

2(1 = x(m)x(n)g , (n)g, (1) + (e, p.1, (n)
(1—x(n))x n) +c(n) y(n)

(3.20)

pAA(n +1)

pAa(n+1):

M TIomyJiIdauuu € OJHHUM aJallTUBHBIM IIPU3HAKOM — BBDKMBACMOCTBL I1OJIOBO3PECIIBIX ocobeli Ha

HOCJIENYOIUX FOJaxX )KU3HU (Cjj),
x(n + 1) = Wy(n)
1 —
94 (n + 1) =W, (P (n)+ B P (M) /W

01 (141) =20, (P 0+ P (DXL~ p ()= p o ()

y(n+1)= (1 - x(n))x(n) + cy(n) (3.21)
o (4 1) = A5G4 (0) + Yk 1 ()
& (- x(n)x(n)+c¥(n)
o (s 1)= 2O (1) + ynke P aln)

(- x(n)x(n)+c¥(n)

I TIOITYJIAIUU C HJ'ICI\/’IOTpOHHBIM IrCHOM, KOAUPYIOIIUM JIBa aAallITUBHBLIX IMPH3HAKa: BBDKUBACMOCThb

3UroT (W;j) ¥ BBKMBAEMOCTb IIOJIOBO3PEIIBIX 0COOEH Ha MOCIEAYIOIIMX ro1axX KHU3HU (Cj).

§ 3.2 DBoJouMs ABYXBO3PACTHOM MOMYJISIIAM C OTOOPOM IO BHIKUBAEMOCTSM 3apobliei

[IpowmmocTpupyeM MeXaHW3M 3aKOHOMEPHOTO 5BOJIIOIIMOHHOTO YCIIOKHEHUS JUHAMUKH
YUCJICHHOCTH CTPYKTYPUPOBAHHOM TMOMYJIAIMH, PACCMOTPEB JACUCTBHE E€CTECTBEHHOTO OTOOpa Ha
MpUMEPE OJHOM M3 CaMbIX IPOCTBIX MOJIEIBHBIX CHUTyalMil. PaccMOTpUM aJanTHBHBIA TpPHU3HAK,
KOJIMPYIOIIHMICS OJHUM JUAUICTBHBIM JIOKycoM c amienomopbamu A u a. Caemaem psifg
MIPEAMOJIOKEHUH, KACAIOMUXCs MpoIlecca pa3MHOKEHHS W BbDKHBaHusA. [lycTh B paccmaTpuBaeMoit
MOMYJISAIMA UMEET MECTO MAaHMHUKCHUSI raMeT (C paBHOM TaMeTONPOJYKIMEH BCEX T€HOTHIIOB) WU
MMaHMHKCHUA 3UroT. ECTEeCTBEHHBIN OTOOP MEHCTBYET HA CTAJUH 3UTOT, IPUYEM Ha CTAJIMUA BHDKUBAHUS
OT OTUIOJIOTBOPEHHBIX SUIEKJIETOK O MIIAAIIETO BO3PACTHOTO Kiacca. [locTaBUM KaKI0My T€HOTHITY

(A4, Aa wnu aa) B cOOTBETCTBUE KOIPPUIUECHT W44, Wiag, WU Wye, XaPAKTEPUBYIOIINI MOMOIHEHNE
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COOTBETCTBYIOIIIETO TEHOTHUIA B MJQAIIEM BO3PAacCTHOM Kjacce, M OyAeM Ha3blBaTh €ro
MIPHUCTIOCOOJICHHOCTRIO 3apOJBIIICH TAaHHOTO TEHOTHIIA. BBDKMBIIHME B pE3ylbTaTe €CTECTBEHHOTO
oTOOpa 3apobIIIHU K cieayouemMy (n+1) ce30Hy pa3MHOKEHHUS COCTaBsIT MIIAIIMNA BO3PAaCTHON Kilacc
(Xn+1) HEMOJOBO3pENbIX 0cobOei. BhDKMBAEMOCTh HEMOJOBO3PENBIX 0COOCH (10 TOJOBO3PEIOCTH)
SBJIETCA JIMHEHHOW YyObIBalomed (QYHKUMEH HMX YHCIEHHOCTM U HE 3aBUCUT OT TI'E€HOTHIIOB.
BrpKkuBaeMocCTh cTapiiero BO3pacTHOTO Kiacca (),) WU MOJIOBO3PETBIX 0COOCH MOCTOSIHHA M TaKkKe
HE 3aBHCHUT OT WX TECHOTHIIOB. B 3TOM ciydae AMHAMUKY MOIYJSIMH MOKHO OIMCATh CHCTEMOMN

ypaBHenu# (3.10), moxydeHHO# B peapIayIeM mnaparpade:

xn+l :Wnyn
yn+l :xn(l_xn)+cyn

an — pn(WAApn + WAa(l_pn)) (322)

Wn

x,(1-x,)q, +cy,p,
X, (l -X, )+ cy,

pn+l =

rae p, - 4acrora ajuiensd A B CTapIleM BO3PAacTHOM KJlacce; ¢, - 4acToTa aulens A B MIaauieM

TS = 2 2 o
BO3PACTHOM Kiacce; w, =w,, p, +2w,. p, (1— pn)+ W, (1— pn) - PENpOIYyKTHBHBIM ITOTEHIMAI

CTapIero BO3pacTHOTO Kiacca (MM CPEeIHsIsl IPUCIIOCOOICHHOCTD 3apObIIeH).
3.2.1 Cmayuonapusie mouKku mooenu; XapaKmep ux yCmoudueocmu

Kpome tpuBunansuoit (x = 0, y = 0), mogens (3.22) uMeer aBe MOHOMOP(HBIE CTAl[HOHAPHbIE

TOYKH:
_ +c—-1 _ +c—
1 q:O,ﬁ:O,x:W"“ ¢ ,y:W"“ 2c (cymectByer mpu w,, >1-c),
Waa aa
_ o . wy,+c-1 _ w, +c-1
2 g=Lp=1x= Y= 5 (cymectByet pu w,, >1-c)
Waa AA

1 OJIHY TIOJIUMOP(HYIO:

- _ WAa — Waa = WAa — Waa
q - 2 ’p - 2 ’
WAa - WAA - Waa WAa - WAA - Waa
— 1 + (2WAa — WAA - WaaXc _1)
- 2 > >
WAa _WAAWaa
2

)—; — (2WAa - WAA - Waa) (2WAa — WAA — Waa) (C — 1)

2 5 2
Wia = WaaWaa (WAa_WAAWaa)

KOTOpasa CymeCTBYCT, €CJIM BBIIIOJIHCHO ABA CICAYIOIINUX YCIIOBUAA:
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2
WiaWaa =Wy

a

{w,, >max(w,,,w,) wm w,, <min(w,,,w, )uc>1+

2WAa - WAA - Waa

CobctBenHble ymcna (Aj) Ans KaxIOW cranuoHapHoW Touku Mozenu (3.10) ompenensitoTcst u3

CJICAYIOUICTO YPAaBHCHUSA:

X=ay
X.-2 X, X, X, Y =x(l-x)+cy
V= Y:x Y'y'_l ?"1 Y:P =0, e 10 = plwyp+w,(1-p) : (3.23)
Q X Q y Q q _A{ Q P .
P'x P'y qu P'p —A Pzw
x(l - x)+ cy

Jlanee yuuThIBasi, 4TO CTallMOHApHAas TOYKa SIBJSETCS YCTOMUYMBOI, eciiu Bce ee COOCTBEHHBIE UMCIIa
[0 MOJYJII MeHbIIe enuHunsl: |[A| < 1, i=1,...,4; omnpeaensiorcs YCIOBUS YCTOMYUMBOCTU

CTallMOHAPHBIX Touek Mozenu (3.22).

B tabmumax 3.1, 3.2 nmpuBeneHbl COOCTBEHHBIE YMCIA M YCIOBHUS YCTOMYMBOCTH MOHOMOP(HBIX

CTalMOHAPHBIX TOYCK.

[TonyueHHble YCIOBHSI CYILECTBOBAHHUS M YCTOWYMBOCTU CTAallMOHApHBIX To4yeKk Moxaenu (3.22)
MO3BOJISIIOT B OOIIMX YepTax OXapaKTepu3OBaTh €€ JWHAMUYECKOE IMOBEJACHHE B 3aBUCHUMOCTH OT
w

3HAQYECHMI NOMYJALMOHHBIX IAPAMETPOB: C , W w

aa’ Aa ? AA

Janee, yToObl HE 3arPOMOK/1aTh ONKUCAHUE TUHAMUYECKOro NoBeneHus mojenu (3.22), oyaem

paccMaTpuBaTh CUTyallMIo, Koraa w,, <w,,, TOCKOJIBKY CUMMETpHYHAss €l CUTyauus w,, >Ww,,

MOJTHOCTBIO aHAJIOTHMYHA pPAacCMAaTPUBAEMOM W €€ HW3Y4YCHHE HE J00aBsIeT Ka4eCTBEHHO HOBBIX
pe3yabTaToOB.

3.2.2 /Junamuka nonyaayuu

I w

aa’

w,, <l—c - 31ece MOHOMOpP(HBIX paBHOBECHH He cCyllecTByeT. B Tom ciydae eciu

IPUCIIOCOOJIEHHOCTh TE€TEPO3UTOTHI OOJNBIIE MPUCIIOCOOIEHHOCTEH TIOMO3uUror ( w, >w, ., w,, )

2
Wi sWaa =Wy

a

HaCTOJIbKO, 4YTO BBIIIOJIHACTCA COOTHOIICHHEC c>1+ - CYIICCTBYCT HCTpHBUAJIbHAA

2WAa - WAA - Waa
HOJ'II/IMOp(bHOC paBHOBeCI/IC, 158 HOHy.]'IfIIII/Iﬂ €ro aocruracr, T.€C. HOHy.]'IfIIII/Iﬂ BBDDKHUBA€T, W OHa
OKa3bIBACTCA I'€CHCTHUYCCKHU HOJ'II/IMOp(bHOI‘/’I. ECJ'II/I Xe HpI/ICHOCO6J'ICHHOCTB FeTepO?:I/IFOTBI HEC 6OJ'IBIHC

MPUCTIOCOOIEHHOCTEN 000MX TOMO3HTOT, JIO0 O0JIBIIIE, HO HE HA CTOJBLKO, YTOOBI BHITIOJTHSIIOCH
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Tab6umua 3.1. CoOcTBEeHHBIE YKCiIa MOHOMOP(HBIX CTAllMOHAPHBIX TOUYEK

_c+\/c2—4waa—8c+8
2 2

2,

_c \/02—4waa—8c+8

A
) 2
g=0,p=0
P w,,C +\/waa202 +4w, w,, —4w, w,c
} 2w,
P w,cC —\/waazc2 +4w, w,, —4w, w,.c
‘o 2w,
ll_c+\/c2—4wAA—8c+8
2 2
lz_c \/02—4WAA—8C+8
2 2
g=1,p=1
2 :wAAc+\/wAA202+4wAAwAa—4wAAwAac
} 2w,
2 _WAAC—\/WAA2C2+4WAAWAa—4WAAWAaC
=

2w,

Tab6umua 3.2. YcinoBust ycTOHYMBOCTH MOHOMOP(MHBIX CTAlIMOHAPHBIX TOUEK

l-c<w, <3-2c

]
I
o
<
I
o

Waa > WAa

l-c<w,, <3-2c

]
I
[S—
|
I
[S—

WAA > WAa

MPUBEJICHHOE BHINIE ycaoBUE, TO B cucreme (3.22) CylmecTByeT €IWHCTBEHHOE paBHOBECHE,

TPUBHUAJIBHOC, N TaKasA MOIYJIAIHA BEIMUPACT.
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II. w,,<l-c<w,, <3-2c - 3aech cymecTByer MoHOMOp(pHoe paBHoBecue (g =1, p=1); npn
w,, <W,, OHO YCTOMYHMBO, NOMYJISALUS JTOCTHIAeT €ro M TepseT CBOE I'€HETHYECKOE pa3HOoOpasue.
Ecmm xe w,, >w,,, T0 MOHOMOp(hHOE PaBHOBECHE HEYCTOMYMBO, a cucrema (3.22) mmeer emie
nomMMopdHoe paBHOBECHE; IIPH HEOOJIBIIMX 3HAYEHUSAX MTPUCIIOCOOIEHHOCTH TE€TEPO3UTOTHl W, 3TO
paBHOBECHE YCTOWYMBO, a IpH OOJBIIMX 3HAYEHHAX W, OKOJO HEro BO3HHMKAIOT KoOJeOaHMs

(BO3MOHBI QUIYKTyallUd KaK YUCJIEHHOCTH, TaK U T€HETUYECKOro cocraBa (pucyHok 3.1) - B oOoux
CITydasiX MOMYJSANHNsS OKas3bIBaeTCs MOJMMOpGHON. Ecy B Ha4aabHOM COCTOSIHUM YacTOTa aymiens A
OYEHb MaJIEHbKAas, TO «IPUTATUBaeT» MoHOMOpdHoe paBHOBecue (¢ =0, p=0) u nomyasuus

BBIMHPAET.

HI. 1-c<w,, <3-2c<w,, - 31ech CyllecTBYIOT 00a MOHOMOP(HBIX paBHOBecus: (¢ =1,p=1) u (
qg=0,p=0); ecom w,, <w,,, TO B 3aBUCUMOCTU OT HayalbHBIX YCJIOBUH JMOO YUCIECHHOCTbH
MOMYJISIUKU QIIFOKTYUpPYeT OKoJio paBHoBecHs (g =1, p=1), U OpOUCXOAUT BHITECHEHUE AILIeNs 4,
nubo mocturaercs aApyroe MoHomopduoe paBHoBecue (g =0, p=0); T.e. mOMyasAUUsS TEPSIET CBOE
T€HEeTHYECKOe pazHooOpasue; o0JacTh MPUTSHKEHUs cramuoHapHo Touku (g =1, p=1) 3mech
oospmre, yem y (¢ =0, p=0). Eciun xe w,, >w,,, To cucrema (3.22) uMeer euie noauMopdHoe

paBHOBECHE, OKOJIO HETO BO3HUKAIOT KOJeOaHUs (BO3MOXKHBI (UIYKTyallUM KaK YUCJIEHHOCTH, TaK U

T€HETUYCCKOTI'O COCTaBa), MOMmyJIAOMA OKa3bIBACTCA I'CHCTHYCCKHU HOJ'II/IMOp(bHOI\/’I.

0,45 1250 12Ty AT AT T e ]
AL T A S -
) R A
0304 Wk
N
015 : i ; ! }
630 n ' 600 610 620 630 N

Pucynok 3.1. KosiebaHusi 4MCIEHHOCTHM BO3pAacTHBIX TIPYNI M TeHETHYecKoro cocraBa. Cresa:
JMHAMHKA YHCIEHHOCTEH BO3PACTHBIX Ipyni (X, y) U CpeAHEN MPHUCIIOCOOIEHHOCTH 3apobIie W B
yepezae nokosieHnit. CripaBa: JUHAMUKA 4acTOTHI ajuielisi A B uepese MOKOJeHUM g miaauiero (q) u
crapuiero (p) Bo3pactHoro knacca. [lomynsaunonnsie mapamerpsl: ¢ = 0.8, wyq = 1.1, wy, = 2.8, Wy =
1.05,x0=0.2, 9= 0.1, go = 0.002, po = 0.001.

IV.3-2c<w,,,w,, - 31eCb TOXKE CyIIECTBYIOT 00a MOHOMOP(®HBIX paBHOBecHs: (¢ =1,p=1) n (

qg=0,p=0); ecom w,, <w,,, TO B 3aBUCUMOCTU OT HayalbHBIX YCJIOBUH JMOO YHCIECHHOCTbH

78



MOMYJISIUKU (IIFOKTYUpPYET OKoJio paBHOBecHs (g =1, p=1), U OpOUCXOAUT BHITECHEHUE AILIeNs a,
MO0 YHMCIEHHOCTh MOMYJIALHUU (QIIIOKTYUPYET OKOJIO Jpyroro MoHomopgHoro paBHoBecus (g =0,
p=0); T.e. nonynsAuus TEPIET CBOEC T€HETHYECKOE PasHOOOpasue; ecim xe W, > W, , TO CHCTeMa
(3.22) umeer eme MOTUMOP(HOE pPABHOBECHE, OKOJO HETO BO3HUKAIOT KoJeOaHUs (BO3MOKHBI

(bJ'IIOKTyaIII/II/I KaKk YHCICHHOCTH, TaK MW TI'CHCTHYCCKOI'O COCTaBa), MOIMyJIAIUsA  OKa3bIBACTCA

T€HETUYECKU MOTUMOP(HOM.

[IpuBenem mnpumMep TOro, Kak TMOsBJIEHHE  ajuiened, oOnagaomux  OoJbIIel
MPUCTIOCOONICHHOCTRIO (B pE3yJibTaTe MYTallMi, HAIPHUMEpP) MOKET NPHUBECTH K POCTY CpeaHen
MPUCTIOCOONICHHOCTH 3apoAbIIed W C TOCIEAYIOUIMM YCIOKHEHHEM W XaoTH3alued TUHAMUKA

YU CJICHHOCTH BO3PACTHBIX KJIACCOB.

3adukcupyeM 3HAaYE€HHWE BBDKMBAEMOCTH CTapiiero Bo3pacTHoro kiacca ¢ = 0,326, u
npucnocobnennocts reHotuna A4 w,, =0,5. [lycte npucnocoONIeHHOCTh IPYyroil TOMO3UTOTHI ad

w,, =1, a npucnocoOIEHHOCTh Te€TEPO3UTOTHI ONPENENACTCS CPEIHUM apu(METUYECKUM 3HAYCHUM

a

w n Waa . HpI/I TAKUX 3HAYCHHUAX IMapaMCTPOB aJlJICIIb A 6YI[CT BBITCCHCH U IOIIYJIALONUA OKAXCTCA

AA
MOHOMOP(HOH (aa), YyCTaHOBUTCS CTALlMOHAPHOE 3HAYEHHE OTHOCHUTENIBbHOW YMCIEHHOCTU CTapILEro
BO3pacTHOro kiacca y = 0,326 u muaamero — x = 0,326. 3ameTum, 4TO B 3TOM Clly4yae, OCKOJIbKY B
paBHOBECHH  TONYJSAIMs  MOHOMOpP(HA, TNPHUCHOCOOIEHHOCTh  3apOABIIIEH  COBMNAAAET  C

IPUCIIOCOOJIEHHOCTBIO TOMO3HIOTBI aa: W =w,, . IlycTb B pe3ynpraTte Myranuii mosBuics Oojee
npucnocobnennsiii amwens 4 (w,, =1,1), B 3ToM ciyuae mpou3oiieT BEITECHEHUE U3 TIOMYJISIHH YKE
alens a, U YCTaHOBUTCA CTAllMOHAPHOE 3HAUYEHHWE OTHOCUTEIBHOM YHCIEHHOCTH CTapIEro
BO3pacTHOro knacca y = 0,341 n muagmero — x = 0,358. JlanpHeliniee yBenuueHne napamerpa w,,
IIPUBOJUT K POCTY CPeAHEN MpPUCIIOCOOIEHHOCTH 3apoAbllieil (31ech y)K€ B PaBHOBECUU W =W, ) U
CHaYaja K IPOCTOMY yBEIMYECHHUIO YHCIEHHOCTEH BO3PACTHBIX IPYIIII; 3aTEM IIPH IIEpexofe W ,, depes
3HaueHue 2,348 renermuecku MoHoMop¢HOe paBHoBecue (g =1, p=1) Tepser ycTOMUMBOCTH, MPHU

OTOM IO-NIPC)KHEMY MPOUCXOJUT BBITCCHCHHUC HAMMCHCC HpI/ICHOCO6J'ICHHOFO ajieii i a, HO
CTalMOHAPHBIC 3HAYCHHA YHCICHHOCTH BO3PACTHBIX TIPYIIIT Y)XE€ HE OOCTUTAalOTCA, a OKOJIO HHUX

BO3HHUKAIOT KOJCOAHUSA STHX HOKaSaTCJ'ICI\/’I; CHaydajla aMIUIMTyda KoJIcOaHHMi OYCHB HC6OJ’IBIHa5[, HO C

poctoM W ,, oHa yBenuuuBaercs. [Ipu w,, =24 B da3oBoMm npocrpaHcTBe XY yKE XOPOIIO BHIHA
MHBApUAHTHAs KPUBAasi, HATOMUHAIOMIAs OKPYKHOCTb (pUCYHOK 3.2a). JlanpHeliniee yBeaudeHue w,,

NPUBOIUT K HCKPHUBJICHHIO OKPY)KHOCTH (pucyHok 3.26, w,, =2,58); 3arem (w,, = 2,64) nosBusiercst
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Y w=24 a Y | w=258
0,35
0,32
0,30
0,24
0,25
0,161 , | |
06 07 08 X 045 060 075 090 X
Y w=2,712 B Y w=2733 r
0,33 o o 0,334 oy T
= = L
< Mo .
0122_ O 0,22' l‘;
O ﬂ " .'.f 1,'.‘
0.4 0.6 08 X 0.4 0.6 0.8 X
_ I B ¢
Y w=2,753 Y w = 2,7605
0,33 gt T 0331 =y AN
Bt e it - _“\ -
.r':i _"? --..-; = i
" i LN, e \\" -
0,22, \}'.E:." 0,22 P " . ,
Y 4 .
0,111 0.1 '
’ 04 06 08 X
Y _
0.33 Y | w=2,712
' 0,3-
0,22
0,2
011
0,11

0.3 0.6 09 X

Pucynok 3.2 M3menenue ¢pazoBoro noprpera cucremsl (3.22) ¢ poCTOM CpeaHell Nprucrnoco0IeHHOCTH
3apoplieid (W ) nmpu GUKCHPOBAHHOM BBDKUBAEMOCTH CTapIIero Bo3pactHoro kiracca ¢ = 0.326 .

UMK JUIMHBL 9, najee OKOJIO KaXJ0M TOYKM LHUKIAa 00pa3yloTcs OKpPYKHOCTH (pucyHok 3.2B,
w,,=2,712: 1eBiITb OKPYXHOCTEH), 3aTeM KaK[as OKpYXKHOCTb paclajaercs euie Ha 9 dactel
(pucyHok 3.2r). JlanbHeliliee yBeaTu4YeHUE MapamMeTpa IpUBOIUT K 00pa30BaHUIO JAEBSATH CTPYKTYD, 110

dbopme HamoMuHaPOMMX TupamMuabl (pucyHku 3.2n, 3.2e, 3.2:K), 3aTeM OHHU paCIUIBIBAIOTCA U
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00pa3yloT «pacTAruBaroliee OoToOpakeHue», 0ojiee WIM MEHee IUIOTHO 3aroJHsonee ¢Ga3oBoe

IPOCTPAHCTBO (PUCYHOK 3.23, w,, = 2,795).

3.2.3 Pe3ynomamol ucciedosanus

IIpoBeneHO aHAIIMTUYECKOE U YUCICHHOE UCCIIEI0BAHUE HBOJIOLUOHHON MOJAEIH MJIOTHOCTHO-
3aBUCHUMOIO OTOOpa B JABYXBO3pacTHOM mnomyisuuu. HaiineHbl reHetmyecku MOHOMOp(HBIE H
MOJIMMOpP(HAsT CTallMOHAPHBIE TOYKH, ONPEIENICHbl YCIOBUS HX CYyLIeCTBOBaHUSA. JlJii reHeTHYecKu
MOHOMOP(HBIX CTALlMOHAPHBIX TOYEK HAMJIEHbl YCIOBMS HMX YycTOM4YMBOCTU. B cooTBeTcTBHM C
pe3yJbTaTaMU aHAJIU3a CTAMOHAPHBIX TOYEK CHCTEMBI IIPOBEICHO YHCICHHOE HCCIEI0BAHUE MOAEIN
B pa3lMyHbIX NapameTpuueckux oOnactax. IlpoBenenHa knaccuduxanus o6gacTel pa3InyHOIO

AVHAMHUYCCKOI'0 MOBCACHUA YNCICHHOCTH U TCHETUYCCKOT'O COCTAaBa IMOITYJIALINHA.

[IpoBeneHHoe wHccienoBaHUE TOKa3al0, YTO TEHETHYECKUH COCTaB MOMYJSALUU, a UMEHHO,
Oyger M oHa moOJUMOP(HON WIM MOHOMOP(HONH, BO MHOIOM OIpEAENseTcs] B3aUMHBIM
pacroJIO’)KEHUEM  IPUCIIOCOOJIEHHOCTEM  reTepo3urotel M romo3uror. B cBowo  ouepenp
HpI/ICHOCO6J'ICHHOCTI/I MPHUCYTCTBYIOIIUX B MOImyJIAnun T'€HOTHIIOB OIpCaAcCIAIOT BCIIMYNHY
MIPUCIIOCOOJIEHHOCTH 3apojbllled W , W yKe 3Ta BenuuuHa ( W ) B mape ¢ Kod(hduuueHTom
CMEPTHOCTH CTapIIero BO3PacTHOIO kiacca ( ¢ ) ONpeaesiseT XapakTep AWHAMUKH YHCIEHHOCTU
BO3PACTHBIX TPYNI MOMYJSIUU. POCT cpemaHeidl mpucrmocoOJEHHOCTH 3apOJbIIed W TMPUBOJIUT K
JecTabMIn3aly CHavyajla YMCICHHOCTH, a 3aTeM (eciid MOMyJasuus NoJuMop(dHa) U TE€HETHYECKOIo
CoCTaBa BO3pPACTHBIX TIPYIIl MTOIYIAIHUH. Crout OTMETHUTh, 4YTO B AHAJIOTUYHOH Mo aeian
0JIHOJIOKYycHOTO F-0TOOpa B 0JIHOBO3pACTHOM MOMYJSAIIMA HE HAOIIOJAIOCHh YCTOMYUBBIX KOJCOAHMI
€C TCHCTHUYCCKOI0 COCTaBa HH TIIPpU KAKUX 3HAUCHUAX [IOMYJIAOMOHHBIX IapaMCTpOB; H,
ClIeJOBaTeNIbHO, UMEHHO BBEJIEHHE B MOJIeNb F-0T00pa BO3pacTHOM CTPYKTYpPHI MO3BOIHIIO HAOIIOAATh

HECTAOMJIBHOM AVHAMHKY F'€HETUYCCKOTI'O COCTaBa BO3PACTHBIX I'PYIIIT MOITYJIALUHA.
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3.2.4 [Ilpumenenue mooenu 3I60NNOUUU  O0BYXGO3PACHIHOI NONYIAUUU C OMOOPOM RO
BLLICUBACMOCMAM HA PAHHEN CIMAOUU HCUHEHHO20 YUKAA K nonyaayuam necya (Alopex lagopus,

Canidae, Carnivora)

[IponomKkuM MOAETUPOBAHUE 3BOJIIOLUU T€HETHYECKOW CTPYKTYPBl PA3JIMYHBIX IOIYJISALHI
necioB (Hayaroe B raase 1, m. 1.1.3) ¢ moMo1ibio MoJ1enu ABYXBO3PACTHON HOIYJISALIUH.

KuzHeHHblil UK necua 00JjbIlIe COOTBETCTBYET MOJEIM ABYXBO3pacTHOM nomynsuuu (3.1),
T.K. TIPOJIOJDKUTEIILHOCTD KU3HH MOJIOBO3PEIIBIX 0COOEH COCTAaBISIET HECKOMIBKO JIET, A ACTCHBIIIH, KaK
MPaBHUJIO, BCTYMAIOT B MPOIECC Pa3MHOXKEHHUS HAa BTOPOM TOJy JKM3HH (M JIMIIb OYEHb PEAKO Ha
IIEPBOM).

Ucnonb3ys npannble (Axenovich et al, 2007) npu u3yyeHUM YCIOBHUH CYyHIECTBOBAHHS
noJIMMop@u3Ma 1o MPU3HAKY PA3IUYHOM BEIMYUHBI pa3Mepa OMETa y MECLOB, MOKHO IpeJnoJiararb
Pa3IMYHYI0 BBDKHBAEMOCTh T€HOTHUIIOB Ha paHHEW CTaJWU >KU3HEHHOTO IUKIA B €CTECTBEHHBIX
ycinoBusix (Mmoaensb 3.22). Tak

e JUIS IPUOPEKHBIX MECIIOB, B YCIOBHSIX MTOCTOSIHHOTO OTPAHUYCHHSI TIMIIEBBIX PECYPCOB,
PENPOAYKTUBHBIA TMOTCHIMAT (SIBJITIOIIANCS TPOU3BEACHUEM POXKIAEMOCTH |
BBDKMBACMOCTH JICTCHBIICH HA IEPBOM TOJY KU3HU) TCHOTHIIA dd MaKCUMAJICH:
Waa” W44, WA= WAa;

® B YCIOBUSAX HCKYCCTBEHHOIO pa3BEICHMs, KOTJa MHUIIU JIOCTATOYHO, KOJMYECTBO
NIETEeHbIIIEH, BBDKMBILIMX Ha T[EPBOM TOJAY JKU3HH, CTPEMHUTCS K KOJIMYECTBY
POXKJIEHHBIX, T.€. 3/IeCh YK€ HamboJjiee IUIOJOBUThIE TeHOTHIBI (A4 U Aa) UMET U
HauOOJIBIIUNA PENPOTYKTUBHBINA MMOTCHITUAT: Wag<Wad, Wasl~Waa;

® B MONYJANHUSIX KOHTHHEHTAJIBHBIX IECIOB TOJIOJHBIE TOJBI, KOTJa BEPHO YCIOBHE {
Waa>Wad, Was~Waq }, TICPUOJUYECKH CMEHSIOTCS TOJaMU ¢ OOMIIBHOM THINEH U ToTAa
MIPEUMYILECTBO 10 PEMPOIYKTHBHBIM MTapaMeTpaM MEHSET 3HAK {W,a< W44, Was~Waq |-

PaccmoTpuM, Kakue TEpCHEKTUBBI OO€IIaeT TakKoe COOTHOUIEHHE PEenpoIyKTUBHBIX
MOTEHIIMAJIOB Pa3HOOOpa3Hio IO pa3Mepy IOMETOB B pa3IMUYHBIX MONYJISNUSAX HecloB. bynem
CUUTaTh, YTO AJUIENb d, JAIOLUI B TOMO3UTOTHOM COCTOSIHUM HEOOJIBIION pa3Mep MOMeTa ¢ XOpoIuei
BBIKMBAEMOCTbIO, MYTaHTHBIM, a, CJEI0BATEIbHO, €0 YacTOTa B HAyaJbHbIi MOMEHT BPEMEHHU B
€CTECTBEHHBIX MOMYISIIUIAX OyeT HEOOJIBIIOM.

1.  Hpu {Wae>Wa4, Wa4=W4,} OTOOp HaAmpaBIEH B CTOPOHY BBITECHEHUs auiens A.
[Tonynsitust craHoBUTCS MOHOMOP(HOH (puc. 3.3), a HACKOJIBKO OBICTPO 3TO MPOUCXOAUT - 3aBUCUT OT
COOTHOILIEHUS ApaMETPOB Wy, ¢ U HAYAJIHOM 4acToThl ajuiens 4. T.e. HeboublIe pa3Mepsl IOMETOB B
MOMYJIAIHAX HpI/I6pC)KHBIX IMECUOB BBITJIAAAT BIIOJIHE 3aKOHOMCEPHO.
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Pucynok 3.3 Ycranosienne MmoHoOMOpdu3Ma aa (mapaMeTpbl MOJCHH: Wiy = Wy, =1.1, Wy, =1.5, go =
0.99).

2. Mopenupys TMHaMUKY KOHTHHEHTAJIbHBIX MOMYJSALUN, YITEM LUKIbI KOPMOBOW 0a3bl,
03TOMY Kaxkable 4 rona (c Takod 4acToTOl HaONIOAAIOTCS BCIUIECKU MUIIM) OyAeM NPUIUCHIBATH
00JBIINKA PENPOIYKTUBHBIN yCIeX IIOJAOBUTHIM TeHoTunam: A4 u Aa. Ha pucynke 3.4 BuaHO, 4TO
CHIDKEHME YacTOThl aenss A NPOUCXOAUT KpailHe MeNJeHHO, T.e. nojaumoppusMm Oyxaer
ITOJIEPKUBATHCS B TEUEHHE JUTUTENBHOTO IIEPUOJA BPEMEHHU.

096 - D
0955 Jemean,

0.95 M’"“‘“‘*««.\,\
0945 ;
094 e
0935 R — P

.

0,93
0,925
0,92

848 858 868 678 8886 898 908 918 928 938 948 n

Pucynoxk 3.4 [Tommopdusm (mapaMeTpsl MOJEHH: Wy, =1.5, go = 0.99; wyy = wy, =1.1 — B 0ObI4YHBIC
TOJIBI, Wy = Wy, =1.6 KaXaBIN 4-11 TON).

3. Jlamee paccMOTpUM TMOMYNSIMH TECHa B YCIOBHSIX HCKYCCTBEHHOTO pa3BEIICHHS,
HavajbHas dYacTtoTa awies 4 MOXeT CWIBHO BapbHpPOBaTh, B 3aBHCHMOCTH OT TOTO, M3 KaKHX
MOMYJISIUN — TPUOPESKHBIX WIM KOHTHHEHTAIBHBIX OBUTH HAOpaHBI TPOW3BOJUTEIN BO BpeMs
dopmupoBanus (pepMepcknux Xo3sicTB. II0CKONBKY JOCTATOK NMHINM PAacHpeAeiseT HmapameTphbl wjj
CIENYIONUM 00pa3oM: {Wu<W44, Was=Wiq}, OTOOpP HAET B CTOPOHY BBITECHCHHS HaUMEHEE
TUTOZIOBUTOTO TEHOTHUIA @d, YTO OTIMYAETCS OT €CTECTBEHHBIX CHTYaIlil, PACCMOTPEHHBIX paHee.
[Ipumep AWHAMUKK TEHETHYECKOTO COCTaBa TOMYISALMW IpHBENEH Ha pucyHke 3.5. B BeiOOpke
(Axenovich et al., 2007) gyacToTa penecCUBHOTO aJIJIENSI @, KOHTPOJIUPYIOIIETO MaJIbIi pa3Mep MoMeTa,
coctapnsier 0.27, T.e. st Hame moxaenu p=1-0.27=0.73. laxxe npu HEOOJNBIIOM MPEUMYILIECTBE B
poxnaaemMocTn reHoTunoB AA, Aa mn HadanpHOM 4yactore p=0.5 3a 120 mokoneHUN MoOJAENIbHAs
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HOMYJIAUS JOCTUraeT pacueTHoro 3HadeHus p=0.73. IlockoibKy NpoLEecCy BBITECHEHMs aJuIeNs a
CHOCOOCTBYET M MCKYCCTBEHHBI OTOOp B XO3SHCTBaX B MOJb3y MPOU3BOJUTENEH C Oojbluen
IJI0JIOBUTOCTBIO; MO-BUIUMOMY, pas3pylleHHe MOoJUMOp(u3Ma B MOMYJISALUSAX (PepMEPCKUX IMECLIOB
IIPOUCXOIUT e1lle ObICTpee.
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Pucynoxk 3.5 BeitecHenue amiens a (mapaMeTpbl MOJICTH: Wiy = Wy, =1.6, Wy, =1.5, go = 0.5).

B pesynpraTe npuMeHEHUS MOJENM JBYXBO3PAaCTHOM NOMyJIALMH C OTOOpOM IO
BBIKMBAEMOCTSIM Ha paHHEH CTaJuy >KU3HEHHOTO LMKJIA K MOMYJSALUSM IECLOB yAaeTcsi OObSICHUTH
CJIOKUBIIMECS HA JAHHBIM MOMEHT CUTYaI[MU C TeHETUYECKUM PazHOOOpa3ueM 10 paccCMaTpuBaeMOMYy
npusHaky. s Oosee neTanbHOro OMHMCAHMS MEPCHEKTUB Pa3BUTHUS PACCMATPUBAEMBIX MOMYIISIIUI
HEOOXOIMMBI JIOTIOJHUTEIbHBIE JAHHBIE O )KM3HEHHBIX LUKIIAX MECI0B, 00 0COOEHHOCTIX U3BATHS, a
TaKK€ KOJIMYECTBEHHbIE XApaKTEPUCTHUKU TE€HETHYECKOro MOJUMOp(U3Ma KOHTHUHEHTAJIbHBIX
MTOITYJISILIAMN.
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§ 3.3 DBoJIonus ABYXBO3PACTHOM NMOMYJISIIIUU ¢ 0OTOOPOM 10 BHIdKUBAEMOCTH MOJI0BO3PeEbIX
oco0eil Ha MOCJIeNYIOIIMX roAax sKU3HHU

PaccmoTpuM cutyanmio, koraa Apyrol kosp¢uuueHT (c¢), ONUCHIBAIOIIMKM BBDKHBAEMOCTD
oco0eil penpoayKTUBHOW TIpYIIbI, ONpeiensercss reHeruyecku. Kak M B HpeaplaylieM cliydae,
MPEINOoNOKUM, YTO aJalTHUBHBIA HapaMeTp (¢) KOIUPYETCsl OJHUM JHUAJUIETIbHBIM JIOKYCOM C
aiesnoMopdamMu A U a; B NOMyJIALUK HAOIIOAeTCs MAaHMUKCHS TaMeT (C paBHOM raMeTonpoayKIuen
JUIsi BceX reHoTHnoB). Ho ectecTBeHHBIM OTOOp ACUCTBYET Ha MOJIOBO3PENBIX 0COOCH, a MMEHHO
muddepeHupyeT BEDKUBAEMOCTh 0CO0€H PEnpoyKTUBHOTO BO3pacTa MPH MEPEX0/ie K CICAYIOMEMY
ce30Hy pasMHOkeHus. [locraBum B cooTBeTcTBHE Kaxjaomy reHotuny (A4, Aa wm aa) 1o
KOODPUIUEHTY C44, Caa MU Caq, XAPAKTEPUBYIOMIEMY BBDKMBAEMOCTH IOJIOBO3PENBIX 0OCOOEH
COOTBETCTBYIOILIEIO T'€HOTUIA IpU IMEpexoe K CIEAYIOIIEMY CE30Hy pPa3MHOXKEHHUs, U Oynaem
Ha3bIBaTh 3TH KO3(G(UUUEHThl MPUCIOCOOJIEHHOCTBIO COOTBETCTBYIOLIEr0 TeHOTHHa (Win
BBIKMBAEMOCTBIO 3TOr0 I'€HOTUIA PENPOAYKTUBHOW TPYIIIbI). DTUX MPEANOJIOKEHUH 10CTaTOYHO,
9YTOOBl TMOJYYUTH CIEOYIOLUIYI0 CUCTEMY YpPaBHEHHUH, CBS3BIBAIOLIUX YHCICHHOCTH BO3PACTHBIX
KJIACCOB M T€HETUYECKHUIl COCTaB MOMYNISILIMM B MOCIEAOBATEIbHBIX MOKOJEHUSIX (MOIPOOHBIA BBHIBOA

Mojenu B § 3.1):

x(n+1)=wy(n)
yn+1)=(1- x(n))x(ng +e(n)y(n)
Q(n + 1): p(n)+ Ep/m (n)
» (n +1): (l—x(n))x(n)q(n)2 + y(n)C 414 P s (n) ’
“ (1= x(m)x(n) + c(n) y(n)
2(1 - x(n))x(n)g(n)1 - g(n)) + y(n)c ,, p ., (n)
(1= x(m))x(n) + ¢(n) y(n)

(3.24)

pAa(n+l):

IZIe ¢ — 3TO 4acToTa ajuiens 4 B MIaAed BO3PACTHOM IPYIIIE, Pag U Pag - 9ACTOTBI TEHOTUNIOB A4 1
Aa B penpoayKTUBHOM YaCTH MONYISIIUY, C - CPEAHSSA BBLDKMBAEMOCTh PENPOAYKTUBHOM T'PYIIIBI IIPU

nepexoJie K CIEAYIOIUM Ce30HaM pasMHoxenus: ¢(n)=(c,, —c,)p.(n)+(c,, —c, )P (n)+c,,).

3amMeTHM, 4TO BBEJICHHE €CTECTBEHHOTO 0TOOpa Ha OoJiee MO3AHEH CTaany KU3HEHHOTO IUKIIA
NPUBOJUT K YCIOKHEHHIO MOJENH, T.€. K JOOABIECHHIO €Ile OIHOTO YPaBHEHHUS (OTHOCHTEIBHO
mozenu (3.22)). IlockonbKy ecTecTBEHHbIM OTOOp HapyllaeT paBHOBecue Xapnau-BaiinOepra B
PENPONYKTUBHON YaCTH TOMYJSIMH, IOJHOE OINHCAaHWE »HBOJIONUH T'C€HETUYECKOH CTPYKTYpPHI
MOMYJSIMUM B OJHUX TOJBKO YacTOTaX ajulelied CTAaHOBUTCS HEBO3MOXHBIM M BO3HHKAET
HEOOXOIMMOCTh BBOJUTH YPaBHEHHWsS, OMHUCHIBAIOIIAE IWHAMHKY YK€ TEHOTHIIMYECKHX YacTOT B

CTapIlIed BO3PACTHOM IpYIIIIE.
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AHaJOTHYHO TPEIbIAYIIeH Moaenu Moaens (3.24) B o0meM ciaydae UMEeT OJHY Te€HETHUYECKH
nouMOp(HYI0O M J1B€ MOHOMOP(HBIC CTAIlMOHAPHBIE TOYKHU, & WX YCTOMYMBOCTH OTMPEICISAETCS

Ha60pOM MOMYJIIMAOHHBIX ITapaMeTPOB C;; U W.

MonoMopdHbIE paBHOBECHS:

x=(w+c,, -D/w

1. =0, =0,q9,=0},
P414=0,04,=0,9,=0} {y:(w+caa—l)/w2

(3.25)

x=(w+cy —1)/w

2. =1, =0,q9,=1}, :
Paa=Lr4a=094=1 {yZ(W+CAA 1)/
[Tomumopduoe:
x=(w+c-1/w
y:(w+5—1)/w2
1

q94=Pa4 +§pAa

(3.26)
_ (cAa ~Caq )2 (1 — cAa)(l - CAA)
Paa =

(Caq(+ceyq=2¢y) —Cyq(2—cyy)+ ) Caq =Cua(2=Cya) +C g = CoaCuu)
D= 21— Caa N a = €aa)(Caa = Caa)1 = C.10)
C a1+ ey =2¢40) = €40 (2= ¢ 4) + €4 (Caq = Ca (2= C ) + Cg = CagCot)

3HaueHue cpeHel BbDKUBAEMOCTH 0CO0eH penpoaAyKTUBHOIO BO3pacTa MpH MEePEX0Ie K CIEAYIOIIEMY

CE30HY Pa3MHOKEHUS B HOJUMOP(HOM paBHOBECUH OIPENENSIETCS TaK:

2
Caa€44 — 2caacAacAA +Cha (caa +Chq— 1)

2
Caa TCha— 2cAa +Cha —CaaCuu

C =

Hccnenyem Ha yCTOMYMBOCTH CTallMOHApHBIE TOUKHM cucTeMmbl (3.24). SIkobGuan mnpeoOpa3oBaHUs

BBITJISLAUT CIEAYIOMNUM 00pa3oM:

0 w 0 0 0
1-2x ¢ 0 (s —Caa)  Y(C4a —Caa)
0 0 0 1 1/2
2 ,
- 1-2x cyq4—C .
(44 pA;l)( ) Paa ;M ) 2wg 4(1-x) Ja4 Paa(Caq —caq G217

. Cyy—C .

Js1 pA“(;") 2w(1=2q4)1=x) paa(caq —Ca4) Jss
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Ju=Ccu(l=p)+C P
_20-2x)(q,d-9,)=Pu)
51 B
Jss =Cual=Pu)+CouPsa

x=(w+cy —1)/w

Hns  mMoHOMOpdHOTO paBHoBecua {p,,=0,p,,=0,9,=0} , , m3 (3.27)
y=(W+cy —1)/w
MOJTYYHM:
0 w 0 0 0
2-2c, —w w+c¢ 1 w+c,, —1
EE— Caa 0 —aza(cAA _caa) —aza(cAa _caa)
w w w
0 0 0 1 1/2
0 0 0 CAA 0
0 0 2-2¢, 0 C4a
U coOcTBEHHBIE 3HAYCHUS:
1 \/ 2 1 \/ 2
AIZE CAa— 4—4caa+CAa ,1225 CAa+ 4—4caa+CAa ,13:CAA,

Ay = E(caa - \/8 —8c,, + caa2 - 4w), As = %(caa + \/8 —8c,, + caa2 - 4w)
PaccMoTpHM BBITIOJIHEHHE YCIIOBUS |ﬂ,l-| <lI:

0<Ay <l

A 1 A, Bcerna BemecTBeHHbIE, A, >0

A <1 ecmm ¢,y >y,

Ay HEe MOXKeT ObITh OOJIBIIIE SMHHIIBI, HANIEM YCIOBHS, IPH KOTOPBIX Ay > —1.
4cy, > —4c,, T.e. |ﬂ,1| <1 npu 7100bIX TOMYCTUMBIX 3HAYEHUSIX TAPaMETPOB.

[lepeiiieM K pacCMOTPEHHIO COOCTBEHHBIX 3Ha4eHWH A4 , As KoTOphle MOryr ObITh Kak

NEeWCTBUTETbHBIMH, TAK M KOMIUIEKCHBIMU.

2 2
{A4,A5} € R pu 8 —8¢,, +¢c,,” —4w>0 mm w<2(l—c,,)+c,, /2
As >0, A5 <1 ecmm w>1-c,,
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Ay <1, A4 >—1 ecim w>1-3¢,,

{425t &R pn 8 —8c,, +¢,” — 4w <0 mmn w>2(1—c,,)+ oy’ /2
e )

|ﬂ,4|=|ﬂ,5|=z Coa —8=8c,, +c " —4w))=w—=2(1-c,,)

2

[

15|<1 econ w<3-2c,,

TakuM 06pazoM, ycia0BHUS YCTOMUHMBOCTH MOHOMOP(HOM CTallMOHAPHON TOUKU BBITJIAIAT CIETYIOILUM

obpazom:

Cuq > Cyg¥ 1—c,, <W<3-2¢,, (3.28)

AHaNoru4yHo, Ui Ipyroro MoHo(opmHOro pasHosecus {p,, =1,p,, =0,q, =1} noayuum ycnosus

YCTOMYUBOCTH:
CAA>cAaH1_CAA<W<3_2CAA (329)

3.3.1 /Jlunamuka mooenu

[IpoBenenHoe HccieIOBaHNE YCTOWYMBOCTH CTAIlMOHAPHBIX TOYEK Mojaenu (3.24) mo3BosieT
3aKJIIOYUTh, YTO TEHETHYECKHH COCTaB TOMYJISIUMA OMPENSISETCS B3aUMHBIM PACIIOJIOKEHUEM
BBDKHMBAaEMOCTEHN IOJIOBO3PEINBIX 0COOEH ¢jj, @ AMHAMUYECKUN PEXKUM BEIMYUHOW PENpOayKTHBHOIO

MOTEHI[Maaa w BMecTe ¢ Koaduimentom (¢).

Tak mpH NOHMKEHHOW IPHUCIOCOONIEHHOCTH TETEpPO3UroT c,, <min{c,,,c, } TCHETHYECKHI COCTaB
HOIYJIALUU JOCTUTaeT OJHOro U3 MOHOMOP(QHBIX paBHOBecud {p,,=0,p,,=0,9,=0} wm
{Puyu=Lp4, =0,94=1} B 3aBUCUMOCTH OT HAYaJbHBIX YCIIOBHMH M BEIMYMHBI IPEHMYIIECTBA II0

BBDKMBAEMOCTH OJHOM TOMO3UIOThl OTHOCUTEIBHO JIPYrou. JIMHaMUKa K€ YMCIEHHOCTENW BO3PACTHBIX
CPYIIT OMNPEIEISAETCS BEIMYMHON PENpPOJYKTHUBHOIO IMOTEHIMana w. ECIH BBINOJHEHO YCIOBUE

l1-c¢; <w<3-2¢; (Te c¢;; - 5TO BBIKMBAEMOCTbH II0JIOBO3PENBIX 0COOEH FeHOTUIIA 3aKPETIUBIIErOCs B

MOMYJISIIIMK), TO YUCIEHHOCTH BO3PACTHBIX IPYIHI CTaOMJIM3UPYIOTCS Ha PAaBHOBECHOM YPOBHE; IpU

HEJIOCTaTOYHON BENWYHMHE POXKAaeMOCTH ( w<1-c¢;; ) NOmynsAnus BBIMHPAET, a IIPH BBICOKOM
w >3 —2¢;;- HaOMOAAIOTCA He3aTyXarolue KojaeOaHus: YUCIEHHOCTeH Bo3pacTHbIX rpymi. [Ipudem B

OTACJIBHBIX ClIydadX HadaJlbHBIC YCIIOBHA MOTYT BJIMATH HAa JUHAMUKY YUCIICHHOCTHU IOIMYJIAOWH: TaK
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NP 3aKPEIUICHUH OJHOTO Il MPOMCXOIUT CTAaOWIHM3alMs TUHAMHKH YUCICHHOCTH (PHCYHOK

3.6a), a IpH 3aKPEIICHUH JIPYroro MOTYT HAOJI01aThCs He3aTyXarolue Koyeoanus (pucyHok 3.60).
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Pucynok 3.6 CraOwibHas NWHAMUKA YHCICHHOCTH TOMYJSAIWU TPU 3aKPEIICHUH ayuiens a (a) u
He3aTyXxarlie KoJjeOaHwsi YHCICHHOCTEH BO3PACTHBIX TPYII MPH 3aKpEIUICHUH JPyroro amiens A
(0). [Tapamerpsr Mmosenu ¢, = 0.3; caq = 0.5; ca4a = 0.15; w=2.2; x0=0.1; »o=0.1; g0=0.25; p440=0.1; (a)
P4a0=0.15; (6) p4a0=0.25;

IToBbleHHAss NPHCIOCOOIEHHOCTh T€TEPO3UTOT C,, > max{c,,,c,,} TO3BOJIAET MNOMyJIALUN

OCTaBaThCsl TOJIMMOP(HON, MPH 3TOM YyXKe BO3MOXKHBI KakK KoJeOaHWsl YHCICHHOCTH, TaK W

TCeHETUYECKOTO COCTaBa. 3/IeCh TAaKKE€ MOXKHO OOHApYXHUTh 3HaKOMbIe 10 padore (Ppucman,
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Ckanenkasi, 1994) arTpakTopbl: «KIEHOBBIH JUCT» (pucyHOK 3.7a), «romy0Op» (pucyHok 3.70),
«CBUTOK» (pUCYHOK 3.7B) u np. Y3HaBaeMble B ()a30BOM IJIOCKOCTU Xy (UIYphl B APYrux (pa3oBbIX

MIJIOCKOCTSIX IEMOHCTPUPYIOT CBOH «aJIbTEPHATUBHBIC JIUIIa» (PUCYHOK 3.7).
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Pucynok 3.7 ®a3oBbie nopTpeThl cucTeMsl (2.24) B maockocty xy (cieBa) u xg (cupasa). [lapamerpsl
Mogzenu: (a) cq.o = 0.3; cuq = 0.1; c4e = 0.5; w =2.57; x0=0.1; »9=0.1; qo=0.1; p440=0.1; p.1s0=0.8 —
KJIEHOBBIN JTUCTY; (0) Cuq = 0.2; c4q = 0.18; c40 = 0.34; w =2.798; x0=0.1; »0=0.1; g0=0.995; p.140=0.99;
P420=0.003 — «romyon»; (B) Cuq = 0.12; c44 = 0.13; c4o = 0.15; w =3.10; x0=0.1; y0=0.1; go=0.995;
P440=0.99; p4,0=0.003 — «CBUTOKY.

'enernyeckuii cocTtaB MOMyAsSUUU, a HUMEHHO, OyAeT JM OHa noJuMOphHON uIn
MOHOMOP(HOH, B OOJIbLIECH CTENEHN 3aBUCUT OT COOTHOIICHUSI BBIKUBAEMOCTEH MeTEePO3UTOTHI (C4q) U

TOMO3HUIOT (C44, Caq). TaKkKe BBDKMBAEMOCTHM TE€HOTHUIIOB, MPHUCYTCTBYIOIIUX B IOMYJISIHH,
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OTPEEISAIOT CPEJHIOI0 BBDKMBAEMOCTb DPENPOJYKTUBHOM TpYIIbl ¢ , a 3Ta BEIMYMHA BMECTE C
PENpPOSYKTUBHBIM MOTEHIMAIOM (W) ONpeeNnseT TUIl peXuMa AUHAMHUKU YHCJIEHHOCTU MOIYJISIUH.
Mo3xHO 0KHJaTh, YTO KaK M B NpeablAylieM ciydae (Monaenb 3.22), mpu AOCTATOYHOW BEMYHMHE
PENpOaYKTUBHOIO MOTEHLHManda (W) POCT CpeaHed BBLDKMBAEMOCTH DPENPOIYKTHUBHOM rpynmsl (C)
NpUBEAET K BO3HUKHOBEHHIO KOJIEOAHMM YMCIEHHOCTH U (€CiM MOMyJsius I[OoJIUMOpQHA)
FeHETUYECKOTO COCTaBa MONy/suu. Bompoc o ToMm, Kak MUMEHHO MPOUCXOIUT YBEIUYEHUE C , HE
ABJIIETCS TpUBMAIBHBIM. Ilo3TOMYy paccMOTpUM IpOLIECC 3BOJIIOLMOHHOIO POCTa  CpeIHEH
BBIKMBAEMOCTHU PEMPOTYKTUBHOM YacTH MOMYISIIUY ¢ 00Jiee IeTalbHO ¢ MOMOLIBIO0 pacCMaTpuBaeMoil
mozenu (3.24), Hanpumep, 3a c4eT BOZHUKHOBEHUS OoJjiee MPUCIIOCOOICHHbBIX aienel (B pe3ynbrare

MYyTaLui).

Haunem ¢ paccMoTpeHusl CUTYyalllu, KOraa rerepo3urora (4a) ctaHoBUTCs Bce OoJiee u Oosiee
MPUCIIOCOOJIEHHOM, T.€. MapaMeTp c4, yBenuuuBaercs (pucyHok 3.8a). CHauana BBDKHUBAEMOCTb
reTepO3UTroT B PENpPOAYKTUBHOM TIpyINe HUXKE BBIKMBAEMOCTEH TOMO3UTOT (Cu4q < Cag < Ca4), U
MOMYJISIUSL  JOCTUTaeT TEeHETHYEeCKM MOHOMOpGHOTOo paBHOBecUs (p44 = 1), €€ YHCIEHHOCTb
cTabmibHA. YBETWYEHUE MapaMeTpa C4, (A0 TeX MOp, MOKa COXPAHSETCS HEPABEHCTBO Cyy < Cuq) HE
MPUBOJUT HU K KAKUM U3MEHEHHUSM, T.K. MOHOMOP(pHOE paBHOBECUE OCTAETCS] YCTOWUYMBBIM U CPEIHSAS
BBIKMBAEMOCTb PENPOYKTUBHOU TPYIIIbI (C = C44) HE MeHseTcs. JlanbHeHmuil pocT ¢y, (TaKOH, UTO
Cda > Ca4 > Caq) JI€NAET MOMYISLUIO MOJUMOPPHON U yKe Terepb HAYMHAETCSI MOHOTOHHBIN POCT C .
bonbimine 3HayeHuss mnapameTrpa C4, HPUBOJSAT K YCTAHOBJICHHIO (IYKTyalMil YHUCIEHHOCTH,
FEHETHYECKOr0 COCTaBa MOIYJISLNH, a TAKXKE CPEIHEH BBIKMBAEMOCTH PENPOIYKTUBHON T'PYIIIHI C.
XOTs B Cpe/lHEM BeJIMYMHA C PacTET, HO ATOT POCT COMPOBOKIACTCS KOJIEOAHUSIMU CIOXKHOU (POPMBI €

HapacTarolen aMILNTATYI0H.

Crnenyromuii mpuMmep OTIMYAETCs OT MPEeAblIyIlero TeM, 4YTo Temepp Oojiee U Oosee
MPUCTIOCOOJIEHHOW CTAaHOBHUTCS TOMO3HUroTa (4A4), T.e. HabMOIaeTCs POCT mapameTpa C4q (PUCYHOK
3.80). [lycth cHauana rerepo3urora 0oJiee MPUCTIOCOOJIEHA, YEM TOMO3UTOTHI (Caq > Caq > Ca4), TOTAQ
nonyisiius Oyner noaumMopdHO# U ee nuHaMuKa ctabuiabHa. PocT ¢4y cHavana mpocTo yBEITUYMBAET
CPEIHIOI0 BBDKHMBAEMOCTh PENPOJYKTUBHOW Tpynmnbl (T.K. siBsieTcsl (QyHKUMEH OT BBDKHBAaEMOCTEN
BCEX MMEIOIINXCS TE€HOTHIIOB: C = F(Ca4, Caar Caq)), @ TAKKE 3aKOHOMEPHO HM3MEHSIET PAaBHOBECHBIC
3HAYEHHUS! YMCIEHHOCTH U TEHETUYECKOro cocTBa. [lanbHEWIMil pocT c4y COXpaHSET MOIMYJSILHUIO
noJIMMOP(HOM, HO JlecTaOUIN3UpyeT NTUHAMUKY: 3aMETHBI KOJeOaHus YMCIEHHOCTH, T€HETHYECKOTO
COCTaBa M CpEIHEHW BBDKMBAEMOCTH PENPOAYKTHMBHOM rpynnsl c. Kornma pacTymuii mapameTrp Cag
MPUOIIIKACTCA K C4, AMIUIMTYAA KOJCOAHMM T€HETUYECKOTO COCTaBa M CPEAHEH BBIKUBAEMOCTH C

pe3ko ymenblaercs. Jlanee (IpU cyqy > Cuag > Cqq) B TOIYIALMU OCTAIOTCS JIMIIL KOJIEOAHUS
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YUCJICHHOCTH IIpH YCTOI\/JI'—II/IBOM T'€HECTUYCCKOM

COIMPOBOXK/IAETCS Y’KE MOHOTOHHBIM POCTOM C .

MoHoMopu3me (AA). Ilpomomxenue pocra cyg

a
1
08
w 0B
0.4
oz
1 1 1 1 L
0.3 04 E::ia 0.6 0.7 " EII2 . OI3 . 01-1 . 0I5 016
' cAA '
08 ;
06
o1k
asl 055
(5] o
05t osk
04 = 0asl
03 i
- ] : 04 F < : : :
0.2 03 0.4 0.5 06
04 06
cAa cAA
0.6 =
09
08 05
07
N 04
06 A
]
%0 5F Soal
04
o2k
03 3
e 3 01f |
01 F
I ! 1 1 1 ol—1 ! — L L
o 53 53 o5 08 %] 02 03 A, 06
Pucynoxk 3.8 Pacnpenenenue 4YHCICHHOCTH MIJAQAIIET0 BO3pPAacTHOro kiacca (x), CpemHein

BBIKHMBAeMOCTH (¢) 1 yacToThl reHoTuna (A4 — (a) u Aa —(0)) penpoyKTUBHON I'PYIIIbI B IPEIEIbHbBIX
TpaekTopusix cucremsl (3.24) ¢ usmeHeHueM OuYpPKALMOHHOTO MapameTpa C4, (a) U cq4 (0). Ilpu
(UKCUpOBaHHBIX HavalbHBIX 3HadeHUsAX: xp = 0.1, yp = 0.1, gp = 0.1, pago = 0.1, pyao = 0.1 m
napamerpax: (a) - w=2.4, cyqy = 0.26, ¢, = 0.05; (0) - w=2.22, c4a = 0.53, c4e = 0.2.
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PaccmarpuBaemass MoJenb AEMOHCTPUPYET KaK MHHMMYM JIBa PAa3JIMYHBIX 3BOJIIOLMOHHBIX
CLIEHapusi MU3MEHEHHs] JUHAMHUKHU MOMYJALHUU, OOYyCIOBIEHHBIX POCTOM BBIKMBAEMOCTH T'€HOTHIIOB.
Tak pocT cpeaHell BBDKMBAEMOCTH PENPOAYKTUBHOW TPYNIBI ¢ JECTAOMIM3UPYET JAUHAMHUKY
YHUCJIEHHOCTH MOMYJSLUHU, MPU 3TOM TI'€HETUYECKHIl COCTaB MOXKET (UIYKTYHpOBaThb MM HA00OpPOT

CTaOUIN3UPOBATHCS.

3.3.2 Pe3ynomamol ucciedosanus

B pabote paccmarpuBaeTcsi 3BOJIONMS JBYXBO3PACTHOM TOIMYJSIIIUU, TPH STOM OOJbIIEe
BHUMAHHEC YACIACTCA MOACIIMPOBAHUIO MCXAaHW3MOB HACJIICAOBAHUA AAAlITUBHBLIX IIOIMYJIALWOHHBIX
xapakTepucTuk. Pa3paboTaHa Monaens JUHAMHUKH TEHETUYECKOW CTPYKTYPhI M UYHUCIEHHOCTH ISt
MOMYJISIIUK ¢ OTOOPOM IO BBDKMBAEMOCTSM B PENPOAYKTUBHOHM TIpymre. JTa MOJEIb BMECTE C
aHAJIOTOM, TJI€ MOJIEIUPYETCS OTOOp IO MPUCHOCOOJIECHHOCTSIM 3apOABIIIEH, IMO3BOJSET TIIy0XKe
MOHSTH 3BOJIIOIMOHHBIE MPOLECCHI, MPOTEKAIOIINE B CTPYKTYPUPOBAHHOM nonyisauuu. [IpoBeaenHoe
UCCIIEIOBAaHUE B I1I€JIOM IMOATBEP)KIAET PEe3yJbTaThl MPEIbIIYLIUX HCCIEAOBAHUM, KOTOPbIE U3Yydasn
TOJIBKO JWMHAMHUKY YHCICHHOCTH I[BYXBO?;paCTHOI\/’I MOITYJIALUHA. HCI\/’ICTBI/ITCHBHO, YBCINYCHHUC
PEIPOAYKTUBHOIO INOTCHIHAJIA W M BBDKHBACMOCTH C COIIPOBOXKIAACTCA YCIOXKHCHHUEM AOWHAMHKU
YUCJICHHOCTH IOITYJIALUHA. O)IHaKO BBOJ'IIOIII/IOHHBII\/’I POCT CaMHX OJOTUX IAPaMETPOB MOXKET OBITh
HEMOHOTOHHBIM, CO 3HAYUTCIBHBIMU (bJ'IYKTyaIII/IflMI/I. PaCCManI/IBaeMBIe MOJCIIM JOITYCKAaroT
CYLIECTBEHHOE pa3HOOOpa3ye TMHAMUKHU F€HETUUECKON CTPYKTYpPhI IBYXBO3pacTHOU nomyssuu. [lpu
3TOM YBEJIMYEHHUE CPEHEN BBIKMBAEMOCTH PENPOAYKTUBHON I'PYIIBI MOXKET KaK JeCTaOUIN3UPOBATh,

TaK U IIPUBECTU K CTa6I/IJ'II/I3aIII/II/I AVHAMHKHU F'€CHETHUYCCKOI'0 COCTaBa MOIYJIAINN.

§ 3.4 DBoJoUMSs ABYXBO3PACTHOM MOMYJISIUM C IJIEHOTPONHBIM F'€HOM

CBOWCTBO OJHOTO TEHHOTO JIOKyCa OIPEACTATh HECKOJBKO (DEHOTHITMYECKHUX ITPHU3HAKOB,
HaszpiBaeTcs 1uieorponmeit (Plate, 1910; Stearns, 2010). 3amgonaro g0 TOro, Kak B T€HETHYECKOM
CJIOBape TOSBWICS TEPMHUH «IUICHOTPOIHMs», ObUT W3BECTEH pSI MPU3HAKOB, KOTOPHIC CUHUTAIHCH
HacineayeMbiMu BMmecTe. Eme B kiaccudeckoir pabote I'peropa Mengens (Mendel, 1866)
VIIOMHHAETCS TPH3HAK I[IBETHOTO TOPOIIKAa HOMEpP TpPH, KOTOPBIM XapaKTepU3yeTcsl KOPHYHEBOM
000JI0YKOM CeMsiH, (PUOJICTOBBIMHU IIBETKAMU M OCEBBIMHU MsTHaMU. OJHUM U3 HamOOJiee M3BECTHBIX
MIPUMEPOB TUICHOTPOITUHU SBISETCS AIBOMHU3M — BPOXKICHHOE 3a00JIEBAHWE, XapaKTePU3YIOMIEeCs
MTOJIHBIM WJIM YaCTUYHBIM OTCYTCTBHEM ITMTMEHTa B KOJXKE, BOJIOCAX W TJIa3ax M3-3a OTCYTCTBHS WIJIH

OnoKkaZbl TUPO3MHA3BI, MEAbCOJEpXkAIIero (epMeHTa, YYacTBYIOIIETO B CHUHTE3€ MeEJIaHMHA.
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['enernyecku 3TO HapylleHHE OOYCIOBJIEHO PELECCUBHBIM MYTAaHTHBIM aJuI€JIEM OJHOIO TE€HHOTO
JIOKyca; MpUYeM JIOKalu3alus MyTaluu onpenenser ¢opmy anpounusma (Tietz, 1963). AnpOounuzm
BCTpEUaeTCsl y psha MO3BOHOUHBIX M OECIIO3BOHOYHBIX >KMBOTHBIX, a Takxke y deinoBeka. Jpyroi
W3BECTHBIN MPHUMEP IJIEHOTPOINUHU MPEACTABISIOT COOOM IIyXue KOIIKH C OeNbIM I[BETOM ILIEPCTH U
roayObIMHM TIJIa3aMH; 3/€Ch HPOSBISAETCS JEHCTBUE IUIEHOTPOMHOrO T€Ha, MyTalus KOTOPOro
IPUBOJUT HE TOJBKO K HapyUIEHUI0 MWIPALUMU MeJaHo01acToB (IPEALIECTBEHHUKOB KIIETOK,
BbIpa0aTHIBAIOIIMUX TUTMEHT MEJIAaHUH) OT HEPBHOW TPYOKHU, IJIe OHU 00pa3yroTcs, K IIEPCTH U II1a3aM
(uto oOycnaBnMBaeT MPUMEYATEIbHYIO BHEIIHOCTh TAKMX KOIIEK), HO U K JIPYTUM IMOBPEXJICHUSIM
MIPOM3BOJIHBIX HEpBHOM TpyOKH, mpuBoisimuM K riayxore (bopomun «3Jtiogel o myranTax»). B
KayecTBe INpUMEpa MOKHO YIOMSHYTh M HEAAaBHO OOHApY)KEHHBIH Yy Ja00paTOpPHBIX JOMAIIHUX
MBIIIEH T€H «MUHHU-MBIIIIA», OCHOBHOM 3(¢dekT koToporo mnposiBisercs B 50%-M yMeHbIIEHUU
MBIIIEYHOW Macchl 33JIHUX KOHEYHOCTeH ((heHoTUNnHUUYecKoe MposBIIEHUE, Oiarogaps KOTOPOMY 3TOT
red u Obu1 oOHapyxken (Garland et al.,, 2002)); kpome TOro OH BIMSET Ha TOBEIACHUE OCOOEH,
MOPQOJIOTHIO CKEJIETa, OTHOCUTEIbHBIE Pa3Mepbl BHYTPEHHUX OPTaHOB U METab0IM3M; U HacjlelyeTcs

KaK MeH/IeeBCKuit perieccuBHbIi (Hannon et al., 2008).

MexaHu3Mm JEUCTBHS IUIEMOTPONMM CBSI3aH C TEM, YTO IPOLYKTbl MHOTMX I'€HOB 3a4acTYIO
HCIIOJBb3YIOTCA B HECKOJIBKUX IEPEIUIETAIONIUXCS JAPYyr C JAPYroM IpoLeccax pocTa U pa3sBUTHUA
opranu3mMa. OcoOeHHO XapakTepHa IUIEHOTpOINus JUIsi T€HOB, KOJUPYIOIIMX CUTHAJIbHbIE OEIKU

(ITacexos, 2010).

[IpenmnonoxeHue o TOM, YTO CYLIECTBYIOT IIEHOTPOIHbIE T'€HbI, OKa3bIBAIOIINE HEOINHAKOBbIE
- BIUIOTh JIO aHTarOHUCTUYECKUX - 3((HEeKThl Ha BbKMBAHHE 0COOEH B pa3Hble MEPUObl UX Pa3BUTHUS
(HampuMep, MO3UTUBHOE BIIMSHUE HA PA3MHOKEHHUE B MOJIOZIOM BO3pacTe, HO HEraTUBHOE BO3/ECHCTBHE
Ha OpraHu3M B MO3/IHEM BO3pAcCTe) JIETJI0O B OCHOBY 3BOJIIOLIMOHHON TEOPUU CTAPEHMUS], IPEATIOKEHHOMN
Bunesamcom (Williams, 1957). Hampumep, MOXHO NpPEANOJIONKUTH CYLIECTBOBAaHUE I'€Ha, KOTOPBIH
YBEJIMYUBAET (UKCAIMIO0 KaJIbLMS B KOCTAX, YTO HMEET IMOJIOKUTEIbHBIH 3(deKkT B Mojo10M
BO3pacTe, T.K. YMEHbILIAETCSl PUCK MEPEIOMOB KOCTEH; HO Ha 0ojee MO3AHMX CTAIUSIX KHU3HEHHOTO
L[MKJIa BO3HUKAIOT HEraTUBHbIE TMOCJIEICTBUS U3-3a MOBBIIIEHHOTO PUCKAa OCTEONOPO3a, CBSI3aHHOTO C
ype3MepHoil Kanbiubukanueid. Vnu myraium, BeI3bIBalOIINE EPENPOU3BOJICTBO MOJOBBIX TOPMOHOB,
YBEJIMYUBAIOLIME [I0JI0BOE BII€YEHHE, JIMOMII0, a, CJEOBATEeIbHO, U PEHNpOAYKTHUBHBIN ycCIIeX,
3HAYUTENIBHO TOBBIIAIOT BEPOSTHOCTh paKa OPraHOB PENpPOIYKTHBHOM CHCTEMbI Ha 0oJiee MO3IHUX
cranusax >ku3HU. COBpEeMEHHbIE UCCIIECOBaHUS TOATBEPXKIAIOT CYIIECTBOBAHME TAaKUX TI'€HOB,
HarpuMep, 3aMeHa aJieHWHa Ha TyaHWH B uHTpoHe [2 [2/15-lipoxygenase (Alox15-ren) ymeHbiaer
PUCK HU3KONM MHHEPAJbHOW IUIOTHOCTH KOCTHOW TKaHW B Ieiike Oempa B MpeMeHolay3e, HO
MOBBIIICHHBIA 3TOT PUCK y KeHIHWH B moctMmenomnays3e (Cheung et al., 2008); ycraHoBiieHa CBS3b
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mmHbl CAG-1oBTOpOB reHa AR ¢ yBennueHneM I10J0BUTOCTH B (PEPTHIIBHOM BO3pPACTe M YACTOTOU
pPa3BUTHS paka PEnpoayKTUBHBIX opraHoB (Preston-Martin et al., 1993; Giovannucci et al., 1997;
Rebbeck et al., 1999; Dowsing et al., 1999; Modugno, 2004; Giwercman et al., 2004; Chatterjee et al.,
2009). OGHapyxeH W psAl APYrUX TEHOB, AEMOHCTPHUPYIOIIMX aHTArOHHUCTHYECKU-TUICHOTPOITHBIS

cBorictBa (Hampumep, Rodier et al., 2007; Carter, Nguyen, 2011).

Heonno3nayHo BiMsiHHWE IUIEHOTPOITHBIX T'€HOB Ha 3BOJonMI0 momyisiiuil (Stearns, 2010).
CunTaercs, 4TO aHTarOHUCTUYECKAs IUIEHOTPONMS 3a4acTyl0 OTPaHUMYMBAET CKOPOCTH aJalTaliH, B
TO BpeMsl KaK CHHEPTeTUYECKasi MO3BOJISIET MOIMYJISIMA YCKOPHTD Pa3BUTHE HOBBIX (DEHOTHITHYECKUX
MIPU3HAKOB, KOTOpBIE JAENAOT ee 0ojiee MPUCIIOCOOIIEHHON K MEHSIOIIMMCS YCIOBUSIM OKpYKarolen
cpenbr (Knight et al., 2006; Reusch, Wood, 2007). [leradpHO€ HCCIIEIOBAHHE 3BOJIOIMHMOHHBIX
MOCJIECTBUH JIeHCTBUSA 0TOOPA MO MIIEHOTPOIIHOMY JIOKYCY B MOIYJISIIUM C BO3PACTHOM CTPYKTYpOM
Jla’ke Ha MPOCTOM MOJIEJIbHOM IIpUMEpE CIOCOOHO TOTIOJIHUTH CYILIECTBYIOIINE MPEACTABIECHUS O POJIU

HJ'ICI\/’IOTpOHHBIX I'CHOB U CIICKTPC UX BJIWAHHWA HAa 3BOJIFOUIO HOHYJ'U[III/II\/’I.

HccnenyeM JIWHAMHMKY 53BOJIIFOHMOHHOM MOJENM JBYXBO3PAaCTHOW MOMNYJSALMM C OJHHUM

IUIEHOTPOITHBIM JIOKYCOM, ONTMCHIBAEMYKO CHCTEMOM ypaBHenuit (3.21), monydennoi B § 3.1:

)= ()
qua(n+1)=w 4 (pa (n)+ ;pAa (n)? /w

@aa 1+ 1) =200 00 (P.4a 1)+ Pag NI P4 (n) = ) psa ) /0
y(n+1)= (1= x(n))x(n) +cy(n) (3.30)
_ (I=x(n))x(n)q 44(n) + y(n)egqpaa(n)
Pas (” + 1)
(I-x(n))x(n)+ éy(n)
o (s 1) = XX 11+ (1) 40P 10 1)
‘ (1-x(n))x(n) +cy(n)

rae c(n)=cy pys(n)+cy,04,(n)+cyuPoq(n) - CpenHAsd BBLKMBAEMOCTH IOJOBO3PENBIX OCOOEH 7-
oro ce30Ha Pa3sMHOKEHUS npu nepexoie K CIIeAYIOIIEMY CE30HY,
win)=w,p>(n)+2w,p,n)p,(n)+w, p>(n) - cpemHss NPHCIOCOGNEHHOCTH  3apobIIEH,

1

1 1 1
Pa=DPas +5pAa’ Pa=1-DP4y _EpAa’ 94 =944 +5qAa’ Ga=1-quq _EqAa'

Jlis oThICKaHMsI CTalMOHApHBIX Touek Mozenu (3.30) Oymem pemiaTh CIEAYIOIIYIO CUCTEMY

YPAaBHEHUN:
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X =wy
y=(1-x)x+cy
1 1
940 =2W4,(Pay +5pAa)(1_pAA _EpAa)/W

1
Gua =Was(Dygq + 5 Pia )/ w (3.31)
(I =x)xq 44 + yC 44D 44
Pasa =
y
(1 =X)xq 44 + YC 44 P 4a
Paa = y

Haunewm ¢ pemieHusi cucteMsl IByX YpaBHEHHM, ONPEACIAIONIMX CTAllMOHAPHBIE YHCIEHHOCTH
BO3PACTHBIX TPYIIIL:

X =wy x=0 x=(w+c-1)/w X =wy
(1 o) 4 & = e L TR - B
y=0-wy)wy+cy y=0 y=(w+c-1)/w l=w(l-wy)+c

é(n) =CyaPaa t CuaPsa t CaaPaa>

w(n)= WAApﬁ(”)+2WAapA(”) o(n)+ Waapg(”), re py(n)=p )+ py,(n)/2 n
Pa(n)=1=p14(n)=p(n)/2.

Mogensb (3.30) umeeT 1Ba MOHOMOP(HBIX PABHOBECHS:

x=(w,, +c,, —D/w
L {PAA=0,pAa=0,qAA=0,qAa=o},{ I w

V=Wag +Caq — 1)/ Wy
x=(Wyyt+cyq—D/wyy (3.32)

2. =1, =0, =1, =0},
Paa =040 =0,944=1,94, =0; {y C(w gyt ey =)Wy,

Jlist oThicKaHusS TIOJMMOPGHBIX PAaBHOBECHI HEOOXOAMMO PEIIUTH CIEAYIOIIYI0 CUCTEMY W3

JIBYX YPaBHEHUH TPEThEN CTENIEHH OTHOCUTENBHO IIEPEMEHHBIX P 44U D 4,

1
wp  (1=c ) =wyy(1-)(pyy TS Pa )%, (3.33)

1 1
Wp 4o (1= 40)=2wy,(1-C)(pyy + 5 Pia Y =pyq— 5 Pia )s

Jajaee MOKHO HAWTH OCTaBIIHECS YCTBIPE IMCPEMCHHBIC, IIOACTaBUB HaI‘/II)IGHHBIe 3Ha4YCHUA

TCHOTUIIMYCCKUX YaCTOT B HOJ'IOBOSpCJ'IOI\/’I YaCTH NOITYyJIAL NN
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x=(w+c-1)/w

y:(W+é—1)/W2

1 1
Qaa =2Waa(Paa+ 5 Paa)1 = Pag =2 Paa) /W

1 2,
G4 =Waa(P s +§pAa) /w

Hccnenyem Ha ycTOMYMBOCTH HalJIEHHbIE MOHOMOP(HBIE CTAlMOHAPHBIE TOUKH. [1Ji 3TOr0 COCTaBUM

XapaKTCPUCTUICCKOC YPABHCHHEC B PABHOBCCHUU

- w 0 0 yow, yew,
1-2x c¢c—-A 0 0 y-c, . y.@[’)/m
0 —A 0 ©Qud) pas Qs )’pAa
0 0 -\ (QAa)’PAA (Quq )’pAa =0 (3.34)
(Pyy )’x (Pyy )’y (=) 0 Caq—M 0
(PAa )’x (PAa )’y 0 (l_yx)x 0 Cpa =M

IIpm cranuonapHeix 3HadYeHHAX {p, 4 =0,p4,=0,944=0,9,4, =

ypaBHeHue (3.34) npumer BuA:

—A Waa 0 0 y: W;MA Y W];Aa
1-2x ¢, — A 0 0 yec,,, yee,,
0 0 - A 0 0 0 _0 (3.35)
0 0 0 A 2wy, Wy Wy Wa
0 0 l-c,, 0 Cqqy—Mh 0
0 0 0 l-c,, 0 Cyq — M

—

2 _ 2
yow, = 2(W 0 = Waa Wyy +Cou =D/ Wy, "5 y~w];Aa =(Wyy =~ Waa Woy +Coa =D /1wy, "5

!

_ 2 _ 2
YCp = (CAA _Caa)(waa T Caqa _1)/Waa ’ y'clrﬂAa - (CAa _Caa)(waa T Caqa _1)/Waa >

(Oua) pas =05 (Qus) paa =05 Qua) it =2Waa ' Waas Qua) paa =Wia ! Waa-

N3 (2.35) mosyunm cOOCTBEHHBIC 3HAUCHUS:
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7\41 :0,7\42 =Cyy>

1 2
7\‘3,4 = 5 (caa * \/8 - 8caa tCuw — 4Waa )’ (336)

1

_ 2 4WAa
7\‘56 _5 CAq * € 4a +(1_caa

s

aa

Haiinem ycnoBust Ha mapaMeTpbl MOJENTH, IPU KOTOPBIX paccMarpuBaeMas MOHOMOpPQHas

CTALMOHApHAs TOUKa yCTOlumBa, T.c. |A;] < 1.
13 (3.36) oueBnmHO, uto Ay <1m [A,|<1.

PaccmoTpuM, Kakue 3Ha4e€HHMs MOXKET NPUHUMATh Iapa COOCTBEHHBIX 4uCeld A3 U Ay B

3aBUCHMOCTH OT 3HAYCHUH MTapaMeTpOB.

2
Caa

2
[Toaxopennoe BoIpaxxenue 8 —8c,, +c,,” —4w,, 20, ecm 2-2c¢,, +

wa 2 > W,, . B otom

cjydac 7\,3 n 7\,4 IIPUHUMAIOT )ICI\/’ICTBI/ITCJ'IBHBIC SHAYCHHA U HC IIPECBOCXOAAT CAUHHUIBI 10 MOJAYJIIO ITPpH

BBINOJIHEHUU YCIIOBUM:

2
Cou +\/8_8caa +cy =AW <2=>wy, >1-cy,

2
Cou —x/8—80aa +cu =AWy, >-2=>w,, >1-3c,,
Te wy,>1-c,,.

[Ipn 00JIbIINX 3HA4YEHUS MPUCTIOCOOIEHHOCTH 3apoAbllled  TIeHOTHNA  ad:

2
c
aa .
Wy >2-2c,, + 4 3HAYEHHs A3, CTAHYT KOMIUIEKCHBIMH H YCJIOBHE ‘7»3,4‘ <1 BBIIAAUT TaK:

2 2
—-8+8c,, —c, +4w,, +c, <4=>w,, <3-2c,,

Hraxk,

7»3,4‘ <lecmu 1-c,, <w,, <3-2c,,.

PaccmoTpuM crienyrontyro napy COOCTBEHHBIX YUCEN AsH Ag: HOJKOPEHHOE BBIPAKEHUE 371€Ch

4WA

2>0, T.e. 9Ta mapa COOCTBEHHBIX YHCENl BCETJA

2
BCerja HeoTpuuarensHoe: ¢4, +(1—c,,) 3

Wa a

NEUCTBUTEIILHAS.
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2 4WA£1 l—Caa
Cyg + .1y +(=cy,) <2=>wy, —%

Waa 1- € Aa

< Wgyq

4w l-c¢
Aa >_2:>Waa>WAa7( aa)

b
CAa+1

2
Caa —|€4a T (1 - caa)
aa

w w
Aa < aa

Hraxk, .
l1-¢ 1-c
Aa aa

7»5,6‘ <lecnm

Monomopduas CTallMOHapHas TOYKa {Pss=0,p4,=0,944=0,q4, =0} ,

X = (Waa T Caq _1)/Waa .
7 YCTOHWYHBA, CCJIM BBIIOJIHCHBI CICAYIOIINC yCIIOBHA:
Y=Wag +Caq =1/ Wyq

l-c,, <w,, <3-2c,,, (3.37)

Wia < Waa
1- CAq 1- Caa

(3.38)

AHAJIOTMYHO MOXXHO MOJYYUTh YCIOBUSL YCTOWYUBOCTH JAPYroil MOHOMOP(HON CTallMOHAPHOM

x=Wyytey—Diwy
TO9KA {Pyy=1Lpye =0.944=194,=0}, ¢ 5!
y=Wyyt+c—D/wyy

l_cAA<WAA<3_chA9 (3.39)

Waa o Waa_ (3.40)
l—CAa l_cAA

3.4.1 /Jlunamuka mooenu.

[IpoBenenHoe wuCCIENOBAaHUE YCTOMYMBOCTH CTallMOHApHBIX Touek Mmojenu (3.30) mo3Bomsier
3aKJIIOYUTh, YTO TEeHETUYECKUI COCTaB MOmyJIauu  ONpCACIACTCA B3aMMHBIM PACIIOJIOKCHUEM
BBDKMBAEMOCTEH KaK I0JI0BO3PEIIBIX, TAK U HEMOJIOBO3PEIIBIX 0COOEH ¢;j U Wjj, @ TMHAMHYECKHI PEXKUM

BEJIMYMHOM PENPOAYKTUBHOTO TOTEHIIMANIA W BMecTe ¢ KoddduimenTom (¢).

Kak m B Momemsx, pacCMOTPEHHBIX paHee, NMPH MOHIKEHHON NPUCIOCOOICHHOCTH TETEPO3UTOT
TCHeTHYECKUH  COCTaB  MOMYJSIUH  JOCTHTaeT OJHOTO W3  MOHOMOP(MHBIX  PaBHOBECHUH
{P14=0,040=0,944=0,94,=0} wmm {pyy=1p4,=0,944=1,94, =0} B 3aBHCHMOCTH OT
HaYaJIbHBIX YCJ'IOBI/H\/II N BCINYUHBI HpeI/IMyHIeCTBa II0 BBDKHUBACMOCTHU OHHOI\/’I TOMO3UTOTHI
OTHOCHTEIIEHO Apyroi. [loCKOIbKYy B 3TOM Clly4ae KaXKIblii TEHOTHI XapaKTEPU3YETCs JBYMS

ko3 duureHTaMu (BBDKMBAEMOCTBIO Ha paHHEW CTaJMU JKU3HU W; U Ha MOCIEAYIOIUX Cjj), TO KpOMe
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OYEBHJHOIO IPEHMYIIECTBA TOMO3UIOT IO IPUCIIOCOOIEHHOCTH (KOrga w,, <min{w,,,w,,} U

W 4a < Wii
l—CAa l—cil‘

¢, <min{c,,,c,}), CylIeCTBYET €Ile U APYroe yCIOBHE ; T.€. TOMO3HUTOTHI MOTYT

OBITH OOJIee NPUCIIOCOOIEHBI HA PAHHEN CTaUM KU3HEHHOIO LUKIA (W, < min{w,,, w,,} ) 1 MEHee
— Ha nosjHen (c,, <min{c,,,c,}). Eciu xoTs 061 oqu0 n3 ycnosuii (3.38 mmm 3.40) BBEIIOJHEHO, TO

nonyisinus Oyner MoHoMopdHOH. [/lMHamuKa 4YMCIEHHOCTEH BO3PACTHBIX IPYNI B MOHOMOP(HOM
MIOIYJISALIMY OTIPENEIISIETCS] BEIMYMHON PENPOyKTUBHOIO NMOTEHIMANA Wy ECIM BBINOJIHEHO yClIOBUE
l—c¢;; <w; <3-2c; (rae c;;- 3TO BBIKMBAEMOCTb II0JIOBO3PENBIX 0COOEH T'€HOTHUIIA 3aKPEIUBILErOC
B MOMYJIALIMN), TO YACICHHOCTH BO3PACTHBIX Py CTAOMIM3UPYIOTCS HA PAaBHOBECHOM YPOBHE; IIpU

HEJIOCTAaTOYHON BEIMYMHE PpOXkAaeMocTH ( w;; <l—c; ) momynsuus BBIMHUPAET, a IPU BBICOKOM
w;; >3 —2c;;- HaOMIOAIOTCS He3aTyXaloIue KojaeOaHusl YMCICHHOCTEW Bo3pacTHbIX rpymil. Takxke B

OTACJIBHBIX ClIydadX HadaJlbHBIC YCIIOBHA MOTYT BJIMATH HAa JUHAMUKY YUCIICHHOCTHU IMOIMYJIAOWH: TaK
Ipru 3aKPCIJICHUKU OAHOI'0 aJlIC/Isd MPOUCXOJUT CTa6I/IJ'II/I3aIII/I5[ JUHaMHWKHN YUCJIICHHOCTH (pI/ICYHOK

3.9a), a mpu 3aKpEIUICHUH APYroro MOTYT HaOJI01aThCsl He3aTyXarolue Kojaebanus (pucyHok 3.90).

w W
Aa > il

[ToBeimIeHHAs MPUCTIOCOOICHHOCTh T'ETEPO3UTOT "
—Cyq —Cjj

MMO3BOJIACT TIOMYJIAIMHU

OCTaBaTbCAd MOJUMOPQHOMN, MPU ITOM YK€ BO3MOXKHBI KaK KOJEOAHHWS YHCICHHOCTH BO3PACTHBIX
TPpynn, TaKk M TEeHETUYeCKOro coctaBa. M 37ech MOXXHO OOHapyXWUTh 3HAKOMBIE aTTPAKTOPHI:

«KJIEHOBBIN JIUCT» (pucyHOK 3.10), «romyon» (pucyHok 3.11), «cBuToK» (pucyHok 3.12) u np.

V3HaBaeMble B (ha30BOI IIIOCKOCTH Xy (PUTYpBI B IPYruX (pa3oBBIX MIOCKOCTIX JEMOHCTPUPYIOT

CBOU «aJIbTCPHATHUBHBIC JIULIA).

BbepkrBaeMocTH U IPUCTIOCOOIEHHOCTH TEHOTHIIOB, MIPUCYTCTBYIOIIUX B TOIYJISIIAH, OTIPEACISIOT
CPEIHIOI0 BBIKMBAEMOCTH (€ ) U PENpPOAYKTUBHBIN MOTEHIMaN (W ) cTapiieil BO3paCTHON IpyIIibl, a
YK€ 3TH BEIMYUHBI BIMSIOT HA THI PEKAMA ITMHAMUKHA YHCICHHOCTH M TE€HETHYECKOTO COCTaBa
MOMYJSAUA. MOXKHO OXHIaTh, YTO KaKk W B MPEOBIAYIIMX CIy4asX, POCT PENpOJayKTHBHOTO
noTeHuMana ( w ) WIM CpelHed BbDKMBAEMOCTH PENpPOAYKTUBHON rpynnel ( ¢ ) HpHUBEAET K
BO3HUKHOBEHHMIO KOJICOAHWN YHCICHHOCTH W (€Cid TMOMYJSAlUsS MOJUMOp(HA) €€ TEeHETHYECKOTO
cocraBa. JluHaMMKa M3MEHEHHs IIapaMETPOB ¢ M W MOXKET ObITh BECbMa pa3sHOOOpa3HOH u
HEOUYEBUIHOM, TOATOMY PACCMOTPHUM IIPOILIECC HBOJIIOIMOHHOTO pPOCTa CpEeIHEH BBDKHBAEMOCTH
PETpOTyKTUBHOM YacTH MOIMYJISIIMHA WM PETPOTyKTUBHOTO TIOTEHIMAIa 00Jiee JeTalbHO C MTOMOIIBIO
paccmatpuBaemoit mojienu (3.30), Ha mpuMepe BO3HUKHOBEHUS Bce Oosiee u 0o0Jiee MpUCIocoOIeHHBIX
ajutesniedt (Kak pe3yabTaT MyTallHi ).
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Pucynok 3.9 CraOwibHas JWHAMUKA YHCICHHOCTH TOIMYJSAIWW TPU 3aKPEIICHUH ayuiens a (a) u
He3aTyXxarlie KoJjeOaHwsi YHCICHHOCTEH BO3PACTHBIX TPYII MPH 3aKpEIUICHUH JPyroro amiens A
(0). [TapameTpsl Moaenu c,, = 0.45; caq = 0.45; caq = 0.25; Woy = 1.95; wyy = 2.46; wy, = 2; x0=0.1;
0=0.1; ¢440=0.3; .420=0.2; p440=0.1; (2) p420=0.2; (0) p4a0=0.45.

Haunem c¢ curyaruu, KOTja TeTepo3urora HauMeHee MPHUCTIOCOO0IeHa (T.€. Cqy < MIN{Cad, Cual; Wia

Wia < Wii )
b

OyIeM yBEIIMYUBATH TapaMeTp Wy,
l-cy, 1-¢;

MOXXET OBIThb OOJbIIe MaX{Wi4, Wi}, HO

(pucynok 3.13). CHavama pOCT BBDKMBAGMOCTH 3apOJIbIIICd TE€TEPO3UTOT HUKAK HE BIMSICT Ha
JUHAMUKY TIOMYJSAIUU (IO TeX Mop TMoka MoHoMopdHOe paBHOBecue (p44 = 1, guq = 1) ocraercs
yCTOMYMBBIM). JlampHEHIIUN pOCT mapaMmeTrpa Wy, NPUBOAUT K HapymeHuto ycioBus (3.40), B

pe3yibTare MOMYISIHS OKAa3bIBACTCS IMOJMMOPQPHON, YTO COMPOBOXKTACTCS YBEIUYCHUEM CpEIHEH
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MIPUCIIOCOOIEHHOCTH 3apoAbliied ( W ) WU BMECT€ C TE€M CHIKEHHEM CpelHed BBDKHBAEMOCTU
PENpPOAYKTUBHOM TIpYyNNbl Ha TMOCIEAYIOIIUX ToJaX >KW3HU ( ¢ ), a Takke 3aKOHOMEPHBIM
YMEHBIIEHUEM YHMCIEHHOCTU PENpOayKTHUBHOW Tpymmbl (y). Ilocienyromuid pocT BENUYUHBI Wy,
MPUBOJUT K BO3HUKHOBEHHUIO KOJICOAHHMI YMCICHHOCTH U TEHETHYECKOTO COCTaBa y)Ke MoJmMop(HOM
MOMYJISIIIUK; PENPOAYKTUBHBIN MOTEHUMaN (W) U BbDKMBAEMOCTb CTaplIeil BO3pacTHOM Ipymibl ()

TaKke QIIYKTYUPYIOT, IPUYEM B CPETHEM W PACTET, a € CHIDKACTCS

0.9}
035

0.15 - 04r -

I L L 1 L L L 1 L L L 1 L L L 1 L L L 1 L L L 1 L I} (IAAM%
04 0.5 0.6 0.7 0.8 0.9 0.388 0.390 0.392 0.394 0.396 0.398

¥y pAa

0.35F 0.66

0.64 |

030
0.62}

0.60 |

056 \---.._
054} Q—_-:Eﬁ_ﬂ—

) T 7.0
0471 0472 0.473

L I
0.29 0.30 0.31 0.32 0.33 0.34 0.35

pAA

0.469 0.470

Pucynok 3.10 ®azoBbie noptpersl cucteMbl (3.30) B MIIOCKOCTH X (ClieBa BBEPXY) - «KJIEHOBBII
JUCT» U B Apyrux (as3oBeix miockocTsax. [lapamerpsl mojenu cq, = 0.15 caq = 0.3; c4q = 0.5; Wyy =
2.45; Wyyq = 2.6; Wha = 2.57; X():O.l;yo:().l; QAA0:0-9; QAaOZO;pAA0:0-9;pAa0:0-003-

Crnenyrommuii pumep (pucyHok 3.14) mOX0X Ha MPEIBIIYIIHHA, 3/1€Ch TaKXKe TeTePO3UTOTHI
MMEIOT HAUMEHBIIYI0 BbDKMBAEMOCTh B PEMPOAYKTHUBHOM BO3pacTe; OH WUIIOCTPUPYET CMEHY
TEHETUYECKOTO COCTaBa IMOMYJSAIMH — OT MOHOMOpdHU3Ma K mnonuMmopdusMy Omaromaps pocry
MIPUCIIOCOOJIEHHOCTH  3apOJbIIIEH TeTePO3UroT Wy, Ha (OHE HECTAlMOHAPHOW JAWHAMUKU

YHUCICHHOCTEH BO3pPAaCTHBIX KJIACCOB.
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y pAa

0351
030
0.34 1
0.33¢

0.20 - 032

015+

qAa

04 0.5 0.6 0.7 038 0.9 : 0.280 0.285 0.290

pAa

0.35¢
0.34
033+

032+

- L L L PAA
0.61 0.62 0.63 0.64

Pucynok 3.11 ®azoBbie moptpersl cucteMsbl (3.30) B TUIOCKOCTH X) (ClieBa BBEPXY) - «TOJyOb» U B
npyrux ($azoBeIX MWIOCKOCTAX. [Tapamerpsl Mmoaenu ¢, = 0.18; caq = 0.2; caqa = 0.34; wyy = 2.995; wyy
= 2.998; Wyg = 2.456; X0 — 0.1;y0 = 0.1; qa40= 09, q4a0 = 0;p,4,40: 0.9;p,4a0 =0.003.

Ha pucynke 3.15 npumep n3HayaJibHO MOHOMOP(GHOMN HOMYJSALUU; XOTS MeTEPO3UTOThI 3]€Ch

0oJsiee TPHUCTIOCOOJIEHBI B TIOJIOBO3PETIOM BO3pacTe (C4y > Caa > Cag), HO ITOTO TPEUMYIECTBA

w W
Aa < il

HEJ0CTAaTO4YHO, T-ITO6I)I HaPYIHI/ITB YCJ'IOBI/IG 1 1
—Cyq —-C

31ech POCT BBDKMBACMOCTH 3HUTOT

ii
reHotuna Aa nocie Hapymenus yciosus (3.40) npuBoAUT cHayasla K MOHOTOHHOMY POCTY €, a 3aTeM
K BBIPQKEHHBIM (UIYKTyalMsIM; [P 5TOM W CHadaljla 4yTh [aJaeT, a IOTOM TOKE€ MOHOTOHHO PacTeT

U ganee QIyKTyupyeT ¢ HeOOJIbIION aMIUIUTYJ0U.

Jlamee paccMOTPUM SBOJIIOLUIO TIOMYJSIIHIO, B KOTOPOH pacTeT MPUCIOCOOICHHOCTh
TeTepO3UTrOT PENPOIYKTUBHOTO BO3pacTa 4, (pucyHok 3.16). ChHauana B momynsuuud Haubosee
MIPUCTIOCOOIEHBI TETEPOSUTOTHI Ad (Waq > Wiy > Waq B Caq > Caa > Caq), HO YCIOBHE YCTOWYHMBOCTH
MOHOMOpP(HOro paBHOBecus (3.37) HapylIeHO U B NOMYJIALIMUA IPU MOHOMOp(hU3ME aa HaOII0Aa0TCs
KoJIe0aHMWs YHCIIEHHOCTEH BO3pacTHBIX KiaccoB. Poct mapamerpa ¢4, HE MEHSET IUHAMHKY
MOMYJISAIMK JI0 TEX I0pa, IMOKa BBIMOJHEHO YycioBue (3.38). Jlamee mnomymsiiusi CTaHOBUTCS
MOJIMMOP(HOHN, YTO MPUBOJUT CHadaia K HEOOJBIIOMY POCTY ¢ M PE3KOMY MaJCHUIO W ; IPH ITOM

KoJieOaHusl YMCIEHHOCTEH BO3pAcTHBIX TPYII cOXpaHsioTcs. JlanbHeillliee yBENTUUYEHHUE Cy, JI€TAET
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MOJIMMOP(HOE paBHOBECHE AMHAMMYECKH YCTOWYMBHIM M HAa HEOOJIbLIOM YYacTKe 3HAYEHUH C4q
MOYKHO HaOJII0aTh CTAOMIIBHYIO AMHAMHKY BCEX MOMYISALMOHHBIX MOKasaTenen (x, v, W, ¢, Pi, qi)-

Jlanee pocT ¢4, COMPOBOXKAACTCS IIYKTYAIIUSMH BCEX MEPEMEHHBIX MOJIUMOPGHOMN TOMYJISIINH.

pAa

e s me— _-.-MRNMV\ ol

‘\\ P’ 0378 |

0.380

015

v L+ 0376 |
. . . . . x ! . . L L qAa
0.4 0.3 0.6 0.7 0.8 0.9 0.3720 0.3725 0.3730 0.3735 0.3740

] 5( - ._ -% e o
" I;l“':‘f‘f —_.-"‘
L pAA

I L
0.558 0.559 0.560 0.561 0.562 0.563

Pucynok 3.12 dazosbie noptpersl cucteMsl (3.30) B MIOCKOCTH Xy (ClieBa BBEPXY) - «CBUTOK» U B
npyrux ¢$azoBeIX MWIOCKOCTAX. [Tapamerpsl Mmoaenu ¢, = 0.12; cqq = 0.13; c40 = 0.15; Wy = 3.05; way
= 3.11; Wyqg = 308, X():O.l;yo:().l; QAA0:0-9; QAaOZOQpAA0:0-9;pAa0:0-003-

Ha pucynke 3.17 mpumep momymisiiuud, B KOTOPOM POCT mapameTpa C4, COMPOBOKIACTCS
CHauaja MepexoJoM OT MoOHOMopdu3sMa aa K MoHOMOphusMy A4 u nainee K mnoaumMopdHomy
COCTOSIHUIO TP CTAOMJIBHOM JUHAMUKE YUCICHHOCTH; XOTS IPU OOJIBLIINX 3HAUYEHUSX C4, TPOUCXOAUT
3aKOHOMEpHasi JiecTaOmnu3anusi AUHAMUKH noiauMopdHoi nomynauuu. [lepexox oT ojHOro
MOHOMOP(HOI0 paBHOBECUS K JPYyroMy B pacCMAaTpUBAaEMOM NOMYyJSLUU IMPOUCXOAUT 3a CYET
paciiupeHusi 30Hbl YCTOWYMBOCTH MOHOMP(HOro paBHOBecHs AA C pOCTOM MPHUCHOCOOIECHHOCTH
TETEPO3UTOT PEMPOJYKTUBHOTO BoO3pacTa (C4,); T.€. CHadaja o0a MOHOMPGHBIX PaBHOBECH

ycToiuuBbl (BbINOJIHEHB! ycnoBus 3.37 — 3.40), HO HavajibHblE 3HAUYEHUS HAXOIATCS B 00JACTH

NPUTSKEHU paBHOBecusa {p,, =1,q,, =1} ; pocT c4, pacmmpser o0nacTb NPUTKEHUS IPYroro

MOHOMOpP$HOTO paBHOBecus {p 4 =1,9,4 =1} ¥ HauanbHBIC 3HAYCHUS OKA3BIBAIOTCS yXKE B 30HE €r0
MPUTSHKCHHSL.
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Pucynok 3.13. Pacnpenenenue cpenHeil BbDKHMBAeMOCTH ( ¢ ) crapilieid BO3pacTHOM Tpynibl U
PENpOAYKTUBHOTO TOTEHI[MANA TOMYJISHuud ( W ), YHCICHHOCTH MJiammero (x) u crapmero ())
BO3PACTHOI'O KJIACCa, a TAK)KE€ YaCTOTHI T€HOTHUIIA Aa B CTaplIed W MIIAJLIEH BO3PACTHOW IpyIIe B
npenenbHbIX TpaekTopusax cucreMbl (3.30) ¢ n3MeHeHHeM OM(YpPKAMOHHOTO Mapamerpa wy,. llpu
(bUKCUpPOBaHHBIX HAaYAIbHBIX 3HaueHUsX: xXg = 0.1, yp = 0.1, ga40= 0.3, g4a0= 0.2, paso = 0.1, paao =
0.45 n mapamertpax: wyy = 2.1, Wye =2, c44 = 0.45, c40 = 0.3, c4a = 0.25.
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Pucynok 3.14. Pacnpenenenue cpenHeil BbDKHMBAeMOCTH ( ¢ ) crapllieid BO3pacTHOM TIpynmbl U
PENpOAYKTUBHOTO TOTEHI[MANA TOMYJISHuud ( W ), YHCICHHOCTH MJiammero (x) u crapmero ())
BO3PACTHOI'O KJIACCa, a TAK)KE€ YaCTOTHI T€HOTHUIIA Aa B CTaplIed W MIIAJLIEH BO3PACTHOW IpyIIe B
npenenbHbIX TpaekTopusax cucreMbl (3.30) ¢ n3MeHeHHeM OM(YpPKAMOHHOTO Mapamerpa wy,. llpu
(bUKCUpPOBaHHBIX HAaYAIbHBIX 3HaueHUsX: xXg = 0.1, yp = 0.1, ga40= 0.3, g4a0= 0.2, paso = 0.1, paao =
0.45 n mapamertpax: wyy = 2.3, Woe =2, c44=0.44, c40 = 0.3, c4, = 0.15.
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Pucynok 3.15 Pacnpenenenue cpenHeil BbDKMBAaeMOCTH ( ¢ ) cCTaplieidl BO3pacTHOW TIpynmbl M
PENpOAYKTUBHOTO TOTEHI[MANA TOMYJISHuud ( W ), YHCICHHOCTH MJiammero (x) u crapmero ())
BO3PACTHOI'O KJIACCa, a TAK)KE€ YaCTOTHI T€HOTHUIIA Aa B CTaplIed W MIIAJLIEH BO3PACTHOW IpyIIe B
npenenbHbIX TpaekTopusax cucreMbl (3.30) ¢ n3MeHeHHeM OM(YpPKAMOHHOTO Mapamerpa wy,. llpu
(bUKCUpPOBaHHBIX HAaYAIbHBIX 3HaueHUsX: xXg = 0.1, yp = 0.1, ga40= 0.3, g4a0= 0.2, paso = 0.1, paao =
0.45 w mapamertpax: wyy = 2.5, Waq = 2, c44 = 0.23, c4a = 0.25, c4q = 0.20.
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Pucynok 3.16 Pacnpenenenue cpenHeil BbDKMBAaeMOCTH ( ¢ ) CTaplieidl BO3pacTHOW TIpynmbl M
PENpOAYKTUBHOTO TOTEHIMANA TOMYJISHud ( W ), YHCICHHOCTH MJamamero (x) u crapmero ())
BO3PACTHOI'O KJIACCa, a TAK)KE€ YaCTOTHI T€HOTHUIIA Aa B CTaplIed W MIIAJLIEH BO3PACTHOW IpyIIe B
IpelenbHbIX TpaekTopusx cucreMmsl (3.30) ¢ u3MeHeHHEM OU(]YPKALIMOHHOTO Mapamerpa C4,. Ilpu
(bUKCUpPOBaHHBIX HAaYaIbHBIX 3HaueHUsX: xXg = 0.1, yp = 0.1, g40= 0.3, g4a0= 0.2, paao = 0.1, paao =
0.45 n mapamerpax: way = 2.7, Wag = 2, Waq = 2.8, c44 = 0.13, ¢, = 0.15.
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Pucynok 3.17 Pacnpenenenue cpenHell BbDKMBAaeMOCTH ( ¢ ) cCTaplieidl BO3pacTHOW TIpynmbl M
PENpOAYKTUBHOTO TOTEHIMANA TOMYJISHud ( W ), YHCICHHOCTH MJamamero (x) u crapmero ())
BO3PACTHOI'O KJIAcCa, a TAaKK€ 4acTOThl reHoTuna 44 B crapuieil U Miaameld BO3pacTHOM rpymnne B
IpelenbHbIX TpaekTopusx cucreMmsl (3.30) ¢ u3MeHeHHEM OU(]YPKALIMOHHOTO Mapamerpa C4,. Ilpu
(bUKCUpPOBaHHBIX HAaYaIbHBIX 3HaueHUsX: xXg = 0.1, yp = 0.1, g40= 0.3, g4a0= 0.2, paao = 0.1, paao =
0.45 n mapamerpax: wyy = 2.1, Wy = 2.2, Wou = 2.4, c44 = 0.4, ¢4 = 0.25.
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CTOUT OTMETUTh, YTO BCE PACCMOTPEHHBIE BBILIE IMPUMEPHI HABOJIIOLIMOHHBIX CLEHAPHUEB
M3MEHEHUsI TUHAMUKU JBYXBO3PACTHOM MNOMYJSALMH C IUJICHOTPONHBIM JIOKYCOM CBSI3aHBl C POCTOM
JUIIb OJJHOTO MapamMeTpa — BbDKMBAEMOCTU I'€TEPO3UTOTHl HA PAHHUX WM MO3JHUX CTaAUAX >KU3HH,
IIpH 3TOM O0JIblIIeE BHUMAHHE yIEIseTCs CIy4yaro TaK Ha3bIBAEMOM aHTarOHUCTUYECKON MIIeHOTPOIHH,
KOI/Ia OJIMH M TOT K€ T'€HOTHIl Haubosee MPUCIIOCOOJIEH Ha OJHOM CTaUM KU3HEHHOrO IMKJa, HO
HauMeHee MpucnocobsieH Ha Japyroi. Jlake mpu TakMX OrpaHMYEHMSIX paccMaTpuBaemasi MOJEIb
JEMOHCTPUPYET IIMPOKUN CIEKTP Pa3IUYHbIX SBOJIIOLHUOHHBIX CLEHApPUEB H3MEHEHUS JWHAMUKU

IMomyJiianuuu, O6y0J'IOBJ'ICHHBIX POCTOM BBIDKMBACMOCTH I'€TCPO3UTOTHI.

3.4.2 Pezynomamol
B nmanmHoM maparpade wuccrmenoBaHa MoOJAENb JUHAMHUKHA TEHETHYECKOM CTPYKTYpPHl |

YHUCJIEHHOCTH JIBYXBO3PACTHOM MOMYJSALUUA C OTOOPOM IO BBDKMBAEMOCTSM KakK B PENpPOJYKTHUBHOM,
TaKk U JIOPENpOIyKTUBHOW TpyImme. JTa MOJAEIb BMECTE C aHaJOraMH, pacCCMOTPEHHBIMH paHee, Iie
MOJENUpPYETCs OTACIBHO OTOOpP MO MPUCHOCOOJIEHHOCTSIM 3apOJIblield M PEenpoayKTUBHON TPYIIIIbI,
MO3BOJISIET TIyO)K€ IMOHATh HBOJIIOLMOHHBIE IMPOLIECCHl, IMPOTEKAIOIIUE B CTPYKTYPHUPOBAHHOM

MMOMYJIAINH.

[Tokazano, d4ro peiictBue otOOpa Ha Oojiee TMO3AHEH CTAIMU HKU3HEHHOTO IIMKJIA
COTNIPOBOXKIACTCS HapylIeHWeM paBHOBecui Xapau-BaiinOepra, CBSI3BIBAIOIIMX YaCTOTHI aJlJIeeH
T€HOTHIIOB; TIO3TOMY TIIPU MOJICIUPOBAHUH DBOJIIOIMH TOMYJSIITAM  HEOOXOJAMMO OTCIICKHBAThH

HU3MCHCHUC YaCTOT 'CHOTHUIIOB B UCPCIC ITOKOJICHHIA.

HccnenoBanue paBHOBECHI MOJENH JIBYXBO3PAaCTHOM MOMYJSLUU C IUIEHOTPOIHBIM JIOKYCOM
MO3BOJIMJIO KJIaCCU(PUIMPOBATh OOJACTH PA3JIMYHOIO JTMHAMUYECKOTO TOBEIEHUS YHUCIEHHOCTH M
FeHETUYECKOTO COCTaBa JBYXBO3PACTHOM MOMYJALMH B 3aBUCMMOCTH OT BEJIMYMH MOMYJISIIMOHHBIX
napameTpoB. [loka3aHo, 4YTO Kak U B OJIHOPOJHOM MOIYJSALUU C OTOOPOM IO HMPUCIIOCOOIEHHOCTSIM,
oTOOp HAET B CTOPOHY BBITECHEHMSI HaWMEHEEe IPUCHOCOOJEHHBIX TreHoTUrnoB. OnHako mpu
AHTarOHUCTHYECKON IIeHOTpOoNnuU, Korja OJMH U TOT JK€ TEHOTHUI MOXeT ObITh Haubosee
MPUCIIOCOOIEHHBIM Ha OJJHON CTaJUM KU3HEHHOIO IIMKJIa U HAUMEHEe MPUCIOCOOIEHHBIM Ha APYroi,
BCTaeT MpodiieMa OIpeseleHnsl - ABISETCs JaHHBIM IeHOTUN 0oJjiee WM MEHee MPUCIIOCOOIEHHBIM
OTHOCHUTENIbHO Jpyrux. B pesynbTaTe McciaenoBaHus Ha YCTOMYMBOCTH MOHOMOP(HBIX paBHOBECUM
MOJENU  TOJy4eHO OalaHCOBOE€ COOTHOLIEHHME, IMO3BOJIAIOIIEE CpPaBHUBATh  COBOKYIHBIE
MIPUCIIOCOOJEHHOCTH TE€HOTHUIIOB, YYMTHIBAas HX IPUCHOCOOJEHHOCTh, KaK HAa pPAaHHUX, TaK U Ha
MO3JHUX CTAJUSAX >KM3HEHHOTO IMKJIa, M, CJIEIOBAaTENbHO, ONpEAEATh HampaBieHue ordopa. [lpu
9TOM BO3MOXKHO 3aKpEIUICHHE B IMOMYJISLMM HE CamMoro IMPUCIIOCOOIIEHHOTO T€HOTHIA IIpU

6HaFOHpH5[THBIX AJId HETO HadaJlbHBIX YCJIOBUAX; HNpPHUYCM, €CJIU IIPU OJAHOM U3 MOHOMOp(bHBIX
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COCTOSIHUI YMCIEHHOCTb MOMYJISIIIUM MOKET ObITh CTAaOMJIBHOHM, TO MpPH JAPYroM OHa MOXET

HUCTIBITHIBATEH KOJICOAHHUS.

[IpoBeneHHOE HcciieI0OBaHUE B LIEJIOM IMOATBEPXKIACT PE3yNbTaThl MPEAbIAYIINX, B KOTOPBIX
paccMmarpuBaiach TOJIBKO JWHAMUKAa YHMCIEHHOCTH JIBYXBO3PAaCTHOW NOMyJsUuU. JleHCTBUTENBHO,
YBEJIMUEHUE TOMYJSALMOHHBIX IapaMeTpoB: pPENpPOAYKTUBHOIO NOTEHLMANa U BbDKHUBAEMOCTH
COIMPOBOXKIAETCA IMEPEXOJOM OT PABHOBECHBIX PEKHUMOB IAMHAMHMKH YHUCICHHOCTH MOMYJISLIUU K
KoJeOaHUsAM pa3IMYHOM cTeneHu cioxHocTu. [Ipu »ToM B mosmMopdHON MOMyNSALMHM BO3HUKAIOT
yCTOHYMBBIE KOJEeOaHUs M T€HETUYECKON CTPYKTypbl. B pesynpraTe MOmyssIMOHHBIE MapaMeTphl,
TakMe Kak PernpoyKTHUBHBIM MOTEHLMAT U BbLDKMBAEMOCTh IOJIOBO3PENBIX 0COOEH, MepecTarT ObITh
MIOCTOSIHHBIMHM, OHHM HM3MEHSIOTCS OT IOKOJIEHUS K IOKOJICHHWIO; HapyIIalOTCs YCIIOBUS TEOPEMbI
®uiepa, COrIaCHO KOTOPOW MPUCHOCOOIEHHOCTh (MM PENpPOAYKTUBHBIN MOTEHLMAN) MOMYJISAIUN B
yepeze MOKOJEHU He YObIBaeT. DBOJIOLMOHHBIM POCT MOMYJISLIUOHHBIX MapaMETPOB MOXKET OBITh
HEMOHOTOHHBIM, CO 3HAYUTENIbHBIMU (IYKTyalusMH; MpUYEM B Cllydae AaHTarOHUCTUYECKOU
IUIEHOTPONIMU POCT OAHOTO U3 ATHX MapaMeTpoOB, KaK IPaBUIIO, COMPOBOXKIAETCS 3aKOHOMEPHBIM
YMEHBIIEHUEM JIPYTOro, YTO MOXKET MPUBECTU Jake K CTaOMIM3aluu MOMYJISLMOHHBIX MTOKa3aTesen

(TakuX KaK YMCICHHOCTh M TCHETHUYECKHI COCTaB BO3PACTHBIX KJIACCOB).

PaccmaTpuBaemble MOJIENH IOMYCKAIOT CYLIECTBEHHOE pa3HOOOpa3ue IMHAMUKHU F€HETHUECKOM
CTPYKTYPBI U YUCIICHHOCTH JIByXBO3pacTHOM nomyJsiiiuu. [Ipu 3ToOM HadanbHBIE YCIOBUS B OTACIIBHBIX
CIIydasiX MOTYT OINpEAeNATh KaK T'eHETUYECKHH COCTaB IMOMYJSAIHUH, TaK M XapaKTep NUHAMHUKUA €€

YHUCICHHOCTH.

Oo6cy:xnenue
B nanHOI r71aBe MpOBEJEHO MOJEIBHOE UCCIIEJOBAHUE IBOJIIOLMU MOMYJIALUN, COCTOSIIECH U3

JBYX BO3PACTHBIX KJIACCOB; NPH STOM OoOJiblllee BHUMAHHUE YICICHO MEXaHU3MaM HacleJOBaHUS
aJaNTUBHBIX TOMYJSIMOHHBIX MMapaMeTpoB. Pa3zpaboran Habop Mopenel AMHAMUKH T€HETHYECKOMN
CTPYKTYpPhl W YHCJICHHOCTH TOMYJSAIMUA JUISl JIOCTWKEHHS OoJsiee TIIyOOKOTO TOHHMAaHHS

SBOJIFOIIMOHHBIX MPOIECCOB, IPOTEKAIOUIUX B CTPYKTYPUPOBAHHON MOIYJISALUH.

Panee (Illamupo, 1972; May, 1975) Ha npuMepe NpoCTEHIINX JETCPMHUHUCTUICCKUX MOJIEICH
MOMYJISIIUM ¢ HeMepeKPhIBAIOIIMMHUCS MTOKOJICHUSMHU MI0Ka3aHO, YTO IIOTHOCTHO-3aBUCUMBIE (PAKTOPBI
OTBETCTBEHHbI 32 BO3HHUKHOBEHUE KOJEOAHUN UHUCICHHOCTH U JaXK€ CIHOCOOHBI NPUBECTU K
Xa0THYECKOW AuHamuke. IIpu 3TOM JuHaMMKa Ie€HETMYECKON CTPYKTYPhl OJHOPOJHOW MOITYJISALIMA
crabmibHa (Frisman, Shapiro, 1982) B ciydae, eciu oTOOp HE 3aBUCHUT OT YUCJICHHOCTU TMOMYJISIIUHT
(F-ot6op). bonee Toro, B 3rom ciyuyae BbimosHseTcss Teopema @Pumepa (Kingman, 1961), a

CJI€J0BATCIIbHO, pCHpOHYKTI/IBHBII\/’I MOTCHHOUAJT IOIMYyJIAIWKW MOXKET TOJBKO PACTU WM OCTaBaTbCA
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HEU3MEHHBIM. T.e. Mepexo/1 OT YCTONYMBON TUHAMUKH YHUCICHHOCTH MOMYIISAIUU K (QIIOKTYUPYIOIICH

IIPOUCXOUT B IIPOLIECCE IBOJIOLUH O] AEHCTBUEM €CTECTBEHHOIO 0TOOPA.

BBenenue Bo3pacTHOM CTPYKTYphI B MOJIENb OJJHOIOKYCHOTO F-0T60pa no3sosser Ha0nonaTh
KoJie0aHusl HE TOJIbKO YMCIEHHOCTH, HO yX€ U T€HETUYECKOr0 COCTaBa MOIMYJIALUU; IPUYEM TeopeMa
@umepa 31ech He BbIIONHAETCA. Kpome Toro, aeiictBue orOopa Ha Oosiee MO3AHUX CTaAMAX
KU3HEHHOTO LIMKJIa HapyllaeT COOTHOIIeHWs Xapiau-BaiinHOepra, CBs3bIBalOIIME€ YacTOTHl T'€HOB U
TFEHOTHUIIOB, YTO HPHUBOJUT K YCIOXHEHHIO Mojaend. Takke B IpOLECCe €CTECTBEHHOro OTOopa
IIPOMCXOJUT  BBITECHEHWE HAaUMEHEE IPHUCIOCOOJEHHBIX T'€HOTHUNOB. XOTd B  CiIydae
AHTarOHUCTHYECKON IJIeHOTponuu, KOrja OJUH U TOT JK€ TEHOTHN MOXeT ObITh Ooiee
IIPUCIIOCOOIEHHBIM Ha OJHON CTaJMM KM3HEHHOTO LIMKJIA U MEHEee — Ha JPYroi, BO3HUKAET rpodieMa
C OIpeJeNIeHNEeM HauMeHee U HauboJiee NMpHCIOCOOICHHBIX TeHOTUIIOB. B pe3ynbraTte ncciienoBaHus
Mozend OTOOpa IO IUIEHOTPOIHOMY TIEHy IOJIyd4eHO OallaHCOBOE COOTHOILIEHHE, KOTOpOe IaeT

pelieHre 3Toi IpooOIeMBl.

Poct penponykTuBHOro moteHuuana(w) U BbDKMBAeMOCTH (C) B CpPEIHEM COMNPOBOXKIAETCS
YCIIO)KHEHHEM JUHAMUKH MOy, OTHAKO BOJIIOMMOHHBIA POCT ATHUX IAPaMETPOB MOXKET OBITh
HEMOHOTOHHBIM CO 3HAUUTENbHBIMU (DIIOKTyallUsIMHM, @ B CJIy4a€ aHTarOHUCTUYECKOW MIIEHOTpONHUU
POCT OJIHOTO M3 3TUX MApPaMETPOB COMPOBOXKIAETCS 3aKOHOMEPHBIM MajieHueM apyroro. IIpu stom
BO3MOXHA JlaXKe CTa0MIM3aIUs MOMYISIUOHHBIX XapaKTepUCTHK, TAKUX KaK F€HETUYECKUH COCTaB U
YHUCJIEHHOCTh MOMYJSALUU, B OTIENbHBIX MapaMeTpUyYecCKuX oO0nacTaX. 3/1ech Mbl NMPUOIMKAEMCS K
Apyroil mpoOjemMe — aHaIM3y YYBCTBUTEIBHOCTH, KOTOPBIA CTajd MOMYJSIPEH B OOJACTH SKOJIOTHU
(Benton and Grant, 1999; Heppell et al., 2000 u ap.) u UCIONB3yeTCs ISl YIPABICHUS U COXPAHCHHS
ectecTBeHHBIX nonyisiiuid (Fujiwara and Caswell, 2001 u ap.). 31ech, Kak mpaBUiIo, MPEOJIaraeTcs,
YTO COCTOSIHHE MOMYyJsUuu (Hamp., pacupelesieHne BO3pacToB, CTaJWN, YHUCICHHOCTH) OCTaeTcs
CTaOMJIbHBIM MJIM TIOYTH HEU3MEHHBIM Ha MPOTSHKEHUH HEKOTOPOTO BPEMEHH U MOIYJSIIHOHHBIA POCT
TOXKE TIOCTOSIHEH; a W3MEHEHHE MOMYNISIMOHHBIX IapaMeTpoB, TaKUX Kak CKOpPOCTb pOCTa,
BBIKMBAEMOCTh WHJMBUAYYMOB, MPOUCXOIUT 3a cyeT BHemHux uzMeHeHuil (Koons et al., 2005;
Yearsley, 2004 u np.). Hamum wuccrenoBaHusi MOKa3bIBAalOT, UYTO M3MEHEHUS (POCT U CHUKEHUE)
MOTYJISITUOHHBIX XapaKTEPUCTHK BO3MOXKHBI Ja)K€ B YCIOBHUSAX ITOCTOSHHOM BHEUIHEH Cpelsl B

IIPOLIECCE ECTECTBEHHOM IBOJIIOIUM CTPYKTYPUPOBAHHOM MOMYJISLUU.

PaccmaTpuBaemble MOJIENH IOMYCKAIOT CYLIECTBEHHOE pa3HOOOpa3ue IMHAMUKHU F€HETHUECKOM
CTPYKTYPBI U YUCIICHHOCTH JIByXBO3pacTHOM nomyJssiiiuu. [Ipu 3ToOM HadaabHBIE YCIOBUS B OTACIIBHBIX
CIIydasiX MOTYT OINpEACNATh KaK T'eHETUYECKHH COCTaB IMOMYJSAIHUH, TaK M XapaKTep NTUHAMHUKUA €€

YHUCJICHHOCTH.
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I'naBa 4. Yciao:xHeHHe BO3PACTHOM CTPYKTYPbl U IMHAMUKA YHCJICHHOCTH
MOy JISIIUT

OcoOeHHOCTSAMHM BO3pPacTHOM CTPYKTYpbl OIPENENSIOTCS. MHOTME CBOMCTBA  MOMYJISIIMH.
[Momynsimusi, cocTosIasi W3 HECKOJBKUX BO3PACTHBIX TPYII, B MEHBIICH CTENEHHW MOBEPIKEHA
BIUSHUIO (DaKTOpOB BHEIIHEH Cpelbl, HalpUMep, TaKUX, KOTOPBIC OIPEIENSIOT YCIEeUTHOCTh
pasMHOXEHHST B KOHKpeTHOM Toxay. Jlake KpaiiHe HeONIarompusTHbIE YCIOBHS pPa3MHOKEHHS,
CrocoOHBIE TPUBOJIUTH K TMOJHOW THOETM TMPHUIDIOAa TOTO WJIM HWHOTO TO0Jla, HE SBIISIOTCS
KaTacTpO(PUUECKHUMH JUTSI TIONMYJISALUN CIOXHON CTPYKTYpBI, TaK KaKk OJHH U T€ K€ POJUTEIHCKHE
napbl y4aCTBYIOT B BOCHPOM3BOJICTBE HE OJUH pa3. OgHa M Ta K€ caMKa TPECKH, HallpuMep, MOXKET
HEPECTHTHCS €KETOJHO B TCUCHUE JICBSTH JIET, HAYMHAS C MIECTHJIETHETO W JI0 MATHAAIATHICTHETO
Bo3pacta (Kurlansky, 1997; CepreeBa u gmp., 2008). Camka ropOymm HEpPECTHTCS B BO3pacTe
MPUMEPHO JIBYX JIET W cpa3dy ke mocie Hepecra morubaer (Kapmenko, 1998). BosHukHOBeHHE
HeOJaronpusATHBIX YCIOBHM A1 HepecTa ropOyIIN BI30BET 3HAYUTENBbHOE COKpAIIEHUE YUCIEHHOCTH
BCEH NOMYJSLUU, MOCKOJIbKY OOblllasg 4YacTh MOMYJSAIUHU IpejacTaBieHa cerojerkamu. I[loatomy
MHOTOBO3PACTHBIC TOIMYJISIIIMA TOpa3Zo MEHEee YyBCTBHTEIBHBI K KPATKOBPEMEHHBIM H3MEHEHHSIM
TakuX (PAKTOPOB, KOTOpHIE CHOCOOHBI OKAa3bIBaTh BO3JEHCTBHS Ha OTHENBHBIC IOMYIISIMOHHEIC
noarpynmnel. OIHAKO BO3ACHCTBHS, NPHUBOIAIIME K 3HAYMTEIBHOMY HW3MEHEHHUIO YHCICHHOCTH
OTJIEIbHOTO BO3PAaCTHOIO Kjacca, OCTAlOTCSl 3aMETHBIMM M BJMSIOT Ha COCTaB MHOTOBO3PAacTHOM
MOTTYJISIIUH B TEYCHUE JUTUTEIHHOTO BPEMEHH.

VYcioBust OKpyKarouieil cpeibl BIUSIOT HAa €CTECTBEHHBIM pexuM (IyKTyallMil HTPUPOIHBIX
MOTYJISIUI; KaK 3a CYET MEePHOJUYHOCTH (MM CE30HHOCTH), TaK W 32 CUET CIIyYalHBIX M3MEHEHUH
OHU CTOCOOHBI BO3OYX1aTh uiau ycuinuBath kosiebanusi (Nisbet, Gurney, 1976; Greenman, Benton,
2003, 2005; Kpukcynos, boosipes, 2006). Kpome Toro, cnoco0CTBOBaTh NEPHOTNIHOCTH B THHAMHKE
MOMYJISALNMA, IO MHEHUI0 MHOTUX uccienosatenei (Khlebopros et al., 2007; Isaev et al., 2009), moxer
B3aUMO/JICHCTBUE MEKY TPOPUUECKUMHU YpOBHAMU. M3BecTHBIE MpuMephl BKIIIOYAtOT 10-IeTHUHN UK
BPEMEHHBIX PAI0B MOMYJISUU aMmepukaHckoro Oensika B CeepHoil KaHane ¢ peicbio B KauecTBe
xumanka (Elton, Nicholson, 1942; Stenseth et al.,, 1997; King, Schaffer, 2001), 3-5-netauii mukn
Menkux TpeisyHOB CeBepHoit @ennockannuu (Hansen et al., 1999; Stenseth, 1999; Schaffer et al.,
2001). ITapa3utu3m kak o0cOObIH THN TPOPUUECKUX OTHOLIEHUH TOXKE CIY)KUT BO3MOMXHBIM
oObsicHenuem nepuoanyHoctu. M3secren npumep (Hudson et al., 1998), xoraa paspyiueHue HUKIOB B
MOMYJISIUAX KpPacHbIX IIOTJIAHACKUX KypomaTrok (OJHOM M3 MECTHOCTEH Ha ceBepe AHIIINH)

IIPOMCXOUIIO B Pe3yJIbTaTe BaKIIMHALIMY [IPOTUB NApa3uToB Irichostrongylus tenuis.
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Ho wne Bcerma wnHaOmomaemple NHKIBI OO0S3aHBI CBOMM CYIIECTBOBAHHEM HMMEIOUIMCS
MEXIOMYJIALUOHHBIM  OTHOIIEHUsAM. Hanpumep, 8-9-meTHuil UMK cepoill  JUCTBEHHUYHOU
nuctoBepTku (Zeiraphera diniana Gn.) B llIBeitnapckux Anbnax (Auer, 1977; Baltensweiler, Fischlin,
1988) nexotopsie aBTophl (Turchin et al., 2003) 0OBICHAIOT B OCHOBHOM BO3CHCTBHUEM MMapa3UTOUIOB
M KadecTBOM pecypcoB. Omnako npyrue uccienoBarenu (Baltensweiler, Fischlin, 1988; Henope3os,
2007; Isaev et al., 2009) nonararoT, YTO OCHOBHAsI PETYISTOPHAs POJIb MPUHAIICKHUT UHBIM (DakTOpam
(3ama3/bIBaHMIO B JICHCTBUH PETYIATOPHBIX MEXaHU3MOB, T€HETUYECKOHN CTPYKTYpe CyONOMmysinuid 1
T.IL.).

Taxkum 00pa3oM, BIUSHUEC BHEITHUX (DAKTOPOB HA JTUHAMHUKY YHCICHHOCTH IOMYJISIIIMH MOXKET
OBITh COMOCTaBMMO WJIM JIaXK€ YCTYHaTh APyromy (hakTopy — BHYTPHIIOMYISIHOHHBIM MEXaHU3MaM
perynsiuu uncnennoctd (Iamupo, 1972; May, 1974; lllanupo, Jlynmos, 1983). HecmoTps Ha TO, 4TO
B CCTECTBCHHBIX YCIOBUSAX TIOMYJISIHS SIBISCTCS YacThl0 KaKOH-TMOO TpoduuecKon ceTH,
MIEPBOCTEIICHHBI HCTOYHWK €€ TEPHOJWYHOW JIWHAMHKHU SIBJIICTCS CKOpee BHYTPEHHUM, YeM
0OyCIIOBIICHHBIM B3aWMOJICHCTBHEM C JPYTMMH KOMIIOHEHTAMH CETH. OTOT BBIBOA HMEET
MOJTBEPXK/ICHUE W B SKCIEPUMEHTAIBHBIX padoTax. Hampumep, k mogo0HOMY 3aKITIOUCHHIO MPHIILTA
Nuuayctn u ['ma3Oypr (Inchausti, Ginzburg, 1998) B ux obGcyxneHun 3-JI€THETO HHKJIA TOJIEBKU
Ceseproii ®ennockanguu. OHHM CKOHIEHTPUPOBAIMCh HAa «KA4eCTBE TIIOTOMCTBa» (T.e. Ha
MaTepUHCKOM 3(deKTe) Kak ABMKYIIEH cuiie HabmonaeMblx Guykryauuid. [losxe, B ctarbe Murdoch
et al. (2002) Obuto TOKazaHo, 4TO A(DPEKT MOTpeOUTENsA-yHUBEpPCcAia B THUIIEBOM CETH MOKHO
BOCITPOM3BECTH U B OJJTHOBHI0BOI MOJIENH (KOTa PeCypChl AOCTYIIHbI B U300MIHH).

[TornManue pe3ylbTaTOB NEHCTBUS BHYTPHUIOMYJSIIMOHHBIX MEXaHU3MOB HEOOXOAMMO JUIS
TaTbHEHUINET0 WCCICNOBAaHUS TOTO, YTO TPOHMCXOAMT C TOIMYJSAIHEeH NP H3MEHEHWH (aKTOPOB
BHemHen cpenpl. C cepeMHbI MPOILJIOro BeKa aKTHBHO PA3BHBAIOTCS W HMCIIONB3YIOTCS MaTpPHYHBIC
monenu nomymsiuid (Leslie, 1945, 1948; Letkovitch, 1965; Csupexes, Jloroder, 1978; Jloroder,
1991, 2002; Caswell, 1989, 2001; Jloroder, bemosa, 2007, u ap.), MO3BOJSAIOIMHE TOAPOOHO
OTIMCBIBATh M M3YYaTh POJIb U 3HAUCHHE BO3PACTHOM CTPYKTYPHI, & TAK)KE CTAJHHHOCTH PA3BUTHS IS
MOJUICPKAHUSA W DBOJNIONMU MONyIsSiMOHHBIX mukiIoB (Hastings, 1992; Lebreton, 1996; Kooi,
Kooijman, 1999). K mHnacTosimemy BpeMEHHM TPOBEICHO MHOTO MOJICIBHBIX HCCIICIOBAHUM,
YUUTHIBAIONINX PA3IMYHBIE OCOOCHHOCTH IKM3HEHHOTO IIMKJIA OpPraHW3MOB B TOMYJSIIHAX C
BO3pPACTHOM CTpyKTypou (Hampumep, Schaffer, 1974; Hemopesos, Hexmromosa, 1999; Ynanosa u ap.,
2002; Cushing, 2003; Grant, Benton, 2003; Toth, Kot, 2006; Engen et al., 2009., u ap.). B nannoi
paboTe MPOBOAWUTCS MOJIETBHBIA aHAIN3 CBS3M MEXIY MPOIODKUTEIHOCTBIO U CIIOKHOCTBIO
OHTOTEHEe3a H XapaKTepOM JHHAMHUYECKOTO TOBEACHUS TOMYISANWA C Y4ETOM  TOJIBKO

BHYTPUIIONIYJSIHWMOHHBIX MCXaHU3MOB PEryjIauu YMCICHHOCTH.
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§4.1 XapaKTep AUHAMHUKH YUCJICHHOCTH HOHyJIﬂIII/Iﬁ C HENICPEKPBIBAIOIIUMHUCS IMOKOJCHUAMUA

JIJ1st OJTHOJIETHUX PACTEHHM, MHOTHUX BUIOB HACEKOMBIX, HEKOTOPHIX BHJIOB PbIO, 36MHOBOIHBIX
Y TPECMBIKAIONIUXCS H30JIMPOBAHHAS TOMYJSALUS MPEACTaBIseT CO00M OIWH BO3pPAacCTHOM Kilacc U
CMEXHBIE TIOKOJICHUS TaKOU MOMYJISIUHA HE TIEPEKPBIBAIOTCS.

B mnavame 70-x rr. MaremMaTH4YeCKHME MCCIEHOBAHMS MOJENICH JIMHAMUKH YHUCICHHOCTH
OJIHOPOJIHBIX MOMyJsAui manpHeBocToYHOTO mpoBommm A.Il. lamupo (1972) u P.M. Mbit (May,
1974). VccnenoBanne XaOTHUYECKUX PEKUMOB B JTMHAMHYECKOM TIOBEACHUM Mojeneit Moasi, Pukkepa,
Xaccemma u ap. (Ricker, 1954; Hassell et al., 1976), mo3BoyisieT BBISIBHUTH HEKOTOPBIE OOIINE
3aKOHOMEPHOCTH, TPOSBISAIOMIKUECS TMPH JOCTATOYHO OOJBIINX 3HAYCHUSIX PEIPOJTYKTUBHOTO
MOTEHIMAaJa U CHJIBI DKOJIOTHYECKOTO JIMMUTHPOBAHUS.

Econ B Hawane XaoTHYECKOTO TMOBEJACHUS 3HAYCHHUE UYMCICHHOCTH HEBEIMKO, TO B TCUCHHE
JIOBOJIBHO JIJTMHHOTO psiJia TMOCJIENI0BATEIbHBIX MOKOJICHUNA OyAeT HaOMI0MaThCsl MEIJICHHBIM POCT
(KOTOpBIN B OTIENBHBIX MOKOJICHHUIX MOYKET COMPOBOXKIATHCSA JakKe HEOOJIBIIMMH CIaJaMu), TOCIe
4Yero MpPOUCXOAUT PpEe3KOE YBEIMYEHHE UHCICHHOCTU (CKauoOK BBEpX), KOTOpOE B ClENYyIOILEH
TeHEepaIi CMEHSETCSl 3HAYUTENbHO OOJBIIUM MaJCHUEM €€ JI0 3HAYCHMs], OJIM3KOTO K HAYaIbHOMY
YPOBHIO. ODTH MEPUOJUYECKHE «IIEpEIOMb» HE OyayT, OJIHAKO, BO3BpallaTh MOMYJALHMIO TOYHO B
HayanbHOEe 3HadeHue. [losTomMy, HecMOTps Ha SBHBIM IEPUOAUYECKUN XapaKTep HW3MEHEHUS
YUCJICHHOCTH, CPEIH «IIMKJIOBY» HE MPOUCXOIUT MOJIHOTO COBITA/ICHUSI HU TI0 3HAYCHUSIM YUCJICHHOCTH,
HU 0 4uCily reHepauuii B (asze Bo3pactanus. [logoOHoe He CTPOro NEPUOAMYECKOE IMOBEICHHE
YUCJICHHOCTH XapaKTEPHO MJIsi HEKOTOPBIX MPHUPOJHBIX MOMYJSAIHMN BBICIIUX OPraHu3MOB, 0COOEHHO

HACEKOMBIX (HaIpuMep, capaH4H, Ky3HEUYMKOB, HOUHBIX MOTBLIIBKOB).

§4.2 CTpaHHble AaTTPAKTOPLI B MOJI€JIN MONMYJIAUH € IBYMS BO3PAaCTHBIMHU KJIacCaMu

B mpocrefimmx Monensx AMHAMUKU TOMYJSIIUM PAaCCMAaTPHUBAIOT JIUIIb H3MEHEHHUs OOmIei
YHCIICHHOCTH TIOMYJISIIIAN B TPEATONIOKEHHH, YTO €€ CMEKHBIC TIOKOJICHHs He MepeKphiBaroTcs. Ecim
e TPOJIOJKUTEIBHOCTD KHU3HHU KaXKJIOTO MOKOJICHHUS CYIIECTBEHHO OOJIBIIE BPEMEHH, IMPOTEKAIOIIETO
MEX]ly Ce30HaMU Pa3MHOKEHHsI, TO HA MOMEHT Pa3MHOKEHHS TaKasi MOMYJISALHUs COCTOUT U3 0COOEH,
NPUHAIISKANINX K Pa3HBIM TpPyIIaM OWOJIOTUYECKOTO BO3pacTa. B 3TOM ciy4ae YHCICHHOCTH
KaX/T0M BBIACTSEMON BO3PACTHOW TPYIIBI PAacCMaTPUBAIOTCS B KAueCTBE IMEPEMEHHBIX MOJICIH.
Croco0 pa3OueHuss MNOMYJSUMU Ha BO3pAacTHblE TIPYNIbl OOBIYHO OMpesensercs Ouosoruen

paccMarpuBaeMoro BHIA.

115



PaccmoTpuM Mozenp MOMyJasSMUU C  BO3PACTHOM CTPYKTYpOH, KOTOpasi MOXKET ObITbh
MIPEJICTaBJICHa  COBOKYIIHOCTBIO  JIBYX  BO3PacTHBIX  KJIAcCOB:  MIIAJIIETO,  BKJIIOYAIOLIErO
HEMOJIOBO3PENBbIX 0COOEH, U CTapIIero, COCTOSIIEro U3 0co0el, y4acTBYIOIIUX B PA3MHOKEHUH.

O0603HauUM X, YUCIIEHHOCTh MJIAJIIIETO BO3PACTHOTO KJIacca B 1-bli CE30H Pa3MHOKEHUS, a )V, —
YHCJIEHHOCTh PENPOAYKTUBHOM YacTu nomnyasiuuu. [lepuo pasMHOKEHHS 3aKaHUMBAETCS MTOSBJICHUEM
HOBOPOXKJIEHHBIX 0c00eil ciedyrouiero rmnokojieHus. byaem mnpeamonaratb, 4YTO BpEMEHH,
MIPOTEKAIOIIET0 MEXAY JABYMS IOCJIEI0BATEIbHBIMU IMEPUOJaMU Pa3MHOXKEHUS, JOCTAaTOYHO JUIs
pa3BuTHUs OocoOell MIiajalero Bo3pacTa [0 IIOJOBO3PENIOr0 COCTOSIHUS, @ HOBOPOXKICHHBIX (WM
JUYMHOK) JI0 COCTOSIHMS MIIQJIIEro Bo3pacTa. J{omycTHUM, YTO BBDKMBAEMOCTb U PENPOTyKTHBHAs
CIOCOOHOCTH TOJIOBO3PENBIX 0COOEH HE 3aBUCUT OT UX XPOHOJOTHYECKOI0 BO3pacTa. DTO IPABOMEPHO
JUIS. OPraHU3MOB C HEOOJIBIIIMM BpEMEHEM KU3HU, BKIIOYAIOIIKUM JIBA-TPU MEPHOJIa PA3MHOKEHUS, KaK
Y MHOTHX HaCEKOMBIX, PbIO, MEJIKMX MJIEKOTIUTAIOUINX, ABYX-, TPEXJIETHUX PACTCHUN U Jp.

O6o3nauuMm dyepe3 a(y) — mpousBenaeHHE KOADOUIIMEHTOB POXKIAEMOCTH U BBIKHBAEMOCTH
MPUIIOIa HA TIEPBOM TOJy KU3HU (penpodykmuenviii nomenyuarn), a depe3d fix) m g(y) —
BBIKMBAEMOCTH HETOJIOBO3PEIIbIX U MOJIOBO3PEINIBIX 0CO0EH COOTBETCTBEHHO. 31€Ch Mbl OTPAaHUYHUMCS
pPacCMOTpPEHUEM CUTYyallud, KOTJa JAEUCTBUE JMMUTHUPYIOUIUX (DAaKTOPOB COCPENIOTOUYEHO TOJIBKO B
JTOKUTHH MJIQJIIIEr0 BO3PACTHOTO Kilacca JI0 CIAEAYIOMEro OMOJOTHYECKOro Bo3pacrta, T.e. a(y) = a,
g(y) = c. KoHCTaHThI a ¥ ¢ 0JI0KUTEIbHBL, IpUyeM ¢ < 1.

[TockobKy IUIOTHOCTHO-3aBUCUMBIE (DAaKTOPHl OOBIYHO JMMHUTHUPYIOT DPa3BUTUE MOMYJISLUY,
OyleM cuYMTaTh BBDKMBAEMOCTh MJajlledl Bo3pacTHOW rpynmbl f(x) yObiBaromed ¢yHkuuen (T.e. f
'(x)<0), cTpemsiielics K HYJIIO TpU OECKOHEYHOM BoO3pacTaHuM aprymeHTa. Curyarus, Koraa
BBIKMBAEMOCTh MPHUILIOAAa B OOJbIIEH CTENEHH 3aBUCUT OT €ro COOCTBEHHOM UHCIEHHOCTH, U
MpaKTU4ecKu (JIOO COBCEM) HE 3aBUCUT OT BEJIMYMHBI I[IOJIOBO3PEJOW TpYIHIbI, IIMUPOKO
pacrpocTpaHeHa B npupojie. Tak, y BUJIOB C BBIPAKEHHOW CTaAMHHOCTBIO BO3PACTHBIEC TPYIITBI MOTYT
ObITh pa3zeneHbl reorpauuecku W pa3BUBATCA B PA3HbIX YCIOBUSX, HE BCTyNas B KOHKYPEHTHbIE
OTHOIICHUSI MeXAy co0oil. [IpumMepoM MOTYT CIyKUTh MHOTHE BUbI PbIO, KOTOPBIE, OTIOKUB UKPY,
MUTPUPYIOT B JIPYIH€ MECTa, MaJbKH K€ Pa3BUBAIOTCS OT/EIbHO M MPHUCOEAUHSIIOTCS K OCHOBHOMY
CTajy, JIUIIb JOCTUTHYB OMPEIAEICHHON CTaJANM 3pesIoCTH. BMecTe ¢ TeM, CpaBHUTEIIbHBIN MOJIEIbHBIN
ananu3 (GOpucman u ap., 2010) nmokazan, 4yTo MajgeHUE BHDKMBAEMOCTH MPHUILIOJA C YBEIUYCHHEM €T0
YHICJIEHHOCTH SBJIIETCS OJJTHUM U3 caMbIX 3()()EKTUBHBIX MEXaHU3MOB PETYJSALUU pa3Mepa MOMYIISIIHH.

[Ipu cnenaHHBIX TOMYIIEHUSIX YPaBHEHUS TMHAMUKHU, CBSI3bIBAIOIINE YMCICHHOCTH BBIJICJICHHBIX

BO3PACTHBIX KJIACCOB B CMCKHBIX ITOKOJICHUAX, IPUHUMAIOT BHU:
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xn+l = aynﬂ

. 4.1
yn+l :xnf(xn)+cyn' ( )

[Tockonbky f (x)<O cuctema (4.1) MOXKET UMETh E€AMHCTBEHHOE HEHYJIEBOE CTallIOHApHOE

pemeHue (pasnosecue), onpenensieMoe paBEeHCTBAMH:

f(x)=(0-c¢)/a, y=x/a. (4.2)

JloctarouHoe ycimoBHe cymecTBoBaHus d3toro pemenus: af(0)>1-c . YcTOWYHBOCTH
paBHOBecus (no JIAmyHOBY) ompenensercs 3HauYeHUSIMH COOCTBEHHBIX YHCEN, YAOBIETBOPSIIOIIUX
ypaBHeHmio: 2> —cA—aF'(X)=0, rne F(x)=xf(x).

[Toxaxem, uyTro moOTEepss ycToMuMBOCTH pemieHus (4.2) MOXET NPOU3Z0HTH TOJIBKO IIpU
KOMIUIEKCHBIX 3HAUEHHSIX COOCTBEHHBIX YHCEI MPH TIEPEX0IE |/1| yepes 1.

Ecniu B naByxBo3pacTHOW Monenu (4.1) HeTpuBHManbpHas cTalMoHapHass Touka (4.2) umeer
NEHUCTBUTENbHOE COOCTBEHHOE uuciao L > 1, TO XapakTepUCTUYECKUH MHOTOWICH MICIUTCS Ha
(A — L) 6e3 ocrarka:

A —cd—aF'(x)=(A =LY A+L-c)+(L(L-c)—-aF'(X)),

rne L(L—c)—aF'(x)=0.

Orcrona cinenyer, uro L(L—c) = a(l_—c +X- f'()_c)j = LL-c)-(1-c)=ax- f'(X).
a

IMockomsky L(L—c)—(1—c)>0, a ax- f'(x) <0, paBeHCTBO HEBO3MOXKHO H, CII€[OBATENIHHO,

NeUCTBUTENBHBIX COOCTBEHHBIX uncen L > 1 B ABYXBO3PACTHOI MOJIENN HET.

ITycTh Tenepp OAHO U3 NEHCTBUTENBHBIX COOCTBEHHBIX umcen A, < —1. Ilo Teopeme Buera
A+ A, =c>0. Orcroga 4, >1, 4T0 HEBO3MOXHO MO JOKa3aHHOMY Bbille. Clle0BaTENIBHO,
IpEeAroyioxkeHne A, < —1 HeBepHO, W 3HAYNT, BEUIECTBEHHbIE A;,A, HE MOTYT BBIXOJUTH W3
€IMHUYHOIO Kpyra.

B aToMm cityqae notepsi ycTOH4YMBOCTH CONPOBOXKIAETCS MOSBICHUEM Ha (a30BOM IIOCKOCTH (X,
V) NpeAeabHbIX WHBAPUAHTHBIX KPUBBIX, KOTOpPbIE IPU AAJbHEHIIEM U3MEHEHUU MapaMeTpOB MOTYT
paspymateCsi ¢ 00pa3oBaHMEM BECbMa  CJIOXHBIX CTPYKTYp, Ha3bIBa€MbIX CHIPAHHLIMU
ammpaxmopamu (XeHon, 1981).

[IpennonoxkuM, 4YTO JIMMUTHPOBAHUE POCTA YHUCIEHHOCTH MIAJIIEr0 BO3PAaCTHOIO Kiacca

OCYILIECTBIISETCS TI0 JJMHCHHOMY 3akoHY f(x)=1-x, Torma cucrema (4.1) mpuHUMAET BUI:

xn+l = ayrﬂ

) 43
Yoy =x,1=x)+cy,. (4.3)
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[ToapoOHBI aHaIM3 3aKOHOMEPHOCTEM BO3HMKHOBEHHS W SBOJIIOLMU CIOXKHBIX HPEIEeNIbHBIX
MHOXECTB B Mojenu (4.3) mokaszan, 9To i OOJbIIONW OOJacTH IOMYyCTUMBIX (OMOJIOTHYECKH
coJiepKaTelbHbIX) 3HAUEHUI NapaMeTpoB TaKUMHU IMPEAEIbHbIMU MHOKECTBAMHU SIBJISIFOTCSI CTPAHHbIE
aTTPaKTOPbl BecbMa pazHoOoOpa3HoW U npuuyanuBoit ¢popmbl (Opucman, 1994; Frisman, Zdanova,
2008, 2009). 3necy npuBEAEM JIMIIb HECKOJIBKO MPUMEPOB OPUTHMHAIIBHBIX MPENEIbHBIX TPACKTOPUI
(pucynok 4.1) U mpOIOIKUM paccMOTpeHHEe 00Jiee CIOXKHBIX MOJENEH TOMYJAIH C JUCKPETHOM

CTPYKTYpOil.

¥ a=2795 ¢=0276 a=2765 ¢=0,296

0,25 0,25
030+ 0204
0,25 024 4
0204 0z0 4

015 4 0,15

o0

0.4 05 08 X 0.4 08 08 X

a=2500 ¢=0,530

0325 o

036 o

020 o

0,27 o
025 o

0,18 o 0,20 o

0,15 o
0,09 o

: . . . . . T . . S o0 L T

Pucynok 4.1 IlpenenbHble MHBapHaHTHbBIE CTPYKTYpPhl B MOJIENH ABYXBO3pacTHOM momynsiuuu (4.3)
OPUTMHAIBHON (POPMBI: «TOJIyOb», «KJIEHOBBIN JIUCT», «JIACTOUKNY, «ITUPAMUIBIY.

§4.3 Oco0eHHOCTH TMHAMMYECKOI0 NMOBeIeHUS CJI0KHO CTPYKTYPHPOBAHHOM MOMYJISIIUA

HpCHHOHO)KCHI/IC 0O TOM, 4YTO BpPEMCHHU, IMMPOTCKAIOIICTO MCKAY ABYMS IIOCICAOBATCIbHBIMU
AKTaMMU PAa3MHOKCHUA, AOCTATOYHO IS Pa3BUTHA ocobei Miaguero BO3pacTa A0 IIOJOBO3PCIIOTo

COCTOSIHHS, @ HOBOPOXKJICHHBIX (MJIM JUYMHOK) — JO COCTOSTHUS MIJIAIIIET0 BO3pacTa, HEBEPHO IS
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MHOTHX OHOJIoTMUeCKHX BUIOB. [l03TOMy M BO3pacTHasi CTPYKTypa UX MOMYJSIHUI CIOXHEE, YeM
paccMOTpeHHasi B MOJENU Ipelblaylero pasiena. B Gosnee oOuiem ciydyae BO3PAaCTHYIO CTPYKTYPY
MOMYJISAIIMA MOYXHO OIKCaTh, BBIJICTUB TPHU TPYNIbI OMOJOTHYECKOTO BO3pACTa: HOBOPOKICHHBIC
ocobu (x), TpeApenpoOayKTUBHAS, WU FEeHUIbHAs Tpymnma ocobei (z), KOTOphle HE IOCTHUTIH
BO3pacTa PENpONYKIUUA, U penpoOyKmuseHas TPyIa 0coOei, yJacTBYIOIIUX B Pa3MHOXKEHHH ().
JUINTENbHOCTh 3TUX BO3PACTOB IO OTHOIIEHUIO K OOIIeH MPOJOHKUTEIbHOCTH KU3HU MOYKET CUIIBHO
BapbUPOBATH y PA3HBIX BUJIOB.

Hauynem ¢ nHambosiee mpocToro ciydasi, KOrjla BPEMEHH MEXAY JBYMS IOCIEA0BATEIbHBIMU
aKTaMU pa3MHOKEHHUs (HampuUMep, OJHOro roja) JOCTATOYHO JAJs Iepexojia 0co0eil IOBEHUIIBHOIO
BO3pacTa B CIEIYIOIIMN BO3pacTHOM Kiacc. [oCKonMbKYy y MHOTHMX BHIIOB HAOJIOMAETCS BBICOKAs
CMEpPTHOCTh Ha pPAHHUX CTaIUSAX OHTOTEHE3a, a OCOOH, IMEepPEKUBIINE "KPUTHUYECKUI" BO3paCT,
JEMOHCTPUPYIOT HM3KYI0 CMEpPTHOCTb U JOXHBAKOT JO 3pesoro BO3pacTa, OyaeM CuuTaTh, UTO
IJIOTHOCTHO-3aBUCUMAsl PEryJsilius YUCICHHOCTH OCYILECTBISETCS TOJIBKO HAa paHHEH cTajuu — mpu
B3POCIICHUH MJIQJIIEH TPYIIbl — ¥ ONHUCHIBAacTCS yoObIBaromied ¢ynkmueit flx) (t.e. f(x)<0),
CTpeMsIIEeiCcs K HYyJII Npu OECKOHEYHOM BO3pacTaHMM aprymMeHTa. B cienyromiue roapl XU3HU
BBDKMBAEMOCTh OCOOEH OCTaeTcsi MOCTOSHHOW M OIKCHIBACTCS KOHCTaHTOW c¢2; a (1 — ¢1) —
€CTECTBEHHAsI CMEPTHOCTD IIPEACTABUTENEN pENPOyKTUBHOM rpymibl. Toraa

KXo =AYV
Z,a =X, f(x,), (4.4)

yn+l = clyn +CZZn'

I[Ipu f '(x)<O cucrema (4.4) MOXET HUMETh €IMHCTBEHHOE pABHOBECHE, OIpPEILIIEMOe

YPaBHEHUSIMH:

f&x)=(0-¢)/ca,y=x/la,z=x-(1-¢)/c,a. (4.5)

JlocTaTo4HOE YCIIOBHE CYIIECTBOBaHHs 3TOro pasHoBecus: c,af(0)>1-c¢, . Ero ycroitunBocTh
OTIpeNIeNsIeTCs 3HAYCHUSMHU COOCTBEHHBIX qHCel, YIOBIIETBOPSIOIIAX YPaBHEHHUIO:
A —c X —c,aF'(x)=0, tne F(x)=xf(x). CpaBHeHHME CTAamMOHAPHBIX pemeruii (4.2) n (4.5)
MOKa3bIBACT, YTO BBEJCHHE JIOTIOJHUTEIHLHOTO BO3PAaCTHOTO Kilacca TPUBOJUT K YCHIICHHUIO
JTUMHTHAPOBAHUS MJIQJIIIETO BO3PACTHOrO Kjlacca B PABHOBECHH OOpaTHO MPOIMOPIIHOHAIEHO
BBEDKMBAaEMOCTH MOJIOJIM HA CIIEAYIOIIEM TOAY JXU3HU; COOTBETCTBEHHO IPOUCXOJIUT YMEHBIICHHE
PaBHOBECHOW YMCIIEHHOCTH KaK MJIAJIIIETO, TaK M CTApIIEro BO3PACTHOTO Kilacca.

B 6onee obmiem citydae, Korjia co3peBaHre MOJIOIH JI0 TTOJIOBO3PETIOTO COCTOSIHHS UTUTCS O0jiee

OJIHOTO ce30Ha (k mepuoIoB pa3MHOKEHHS ), MOKHO 0000IIUTh Moienb (4.4) cieayromum o0pa3oMm:
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xn+] = ayn’

Z],n+] :xnf(xn)’

. (4.6)
Zowl —CoZ1 s 5 Zp pit T CoZp s
yn+] = c]yn + CZZk,n'
Cucrema (4.6) Takxe UMeeT €JMHCTBEHHOE HEHYJIEBOE paBHOBECHE:!
f@=U-c)/c)'a, y=%/a,
z1:)_5'(1_01)/(02)kaa 4.7)

Z,=x-(I-c)/c,))"a, ..., Z.=x-(1—-¢)/c,a.

k o
JlocTaTo4HOE YCIOBHE CYIIECTBOBaHHs 3TOro paBHoBecus: (c,) af(0)>1-c¢,. Ero ycroiumBocTh

OMpCACIIACTCA 3HAUCHUAMU COOCTBEHHBIX YHUCCl, YAOBJICTBOPAOIIHUX YPABHCHUIO!

lerk _ clllJrk _ (c2 )k aFy (f) — O (48)

rae F(x) =xf(x).

UYucneHHOe MCCIe0BAHUE MOJENIM MHOTOBO3PAaCTHOM MOMYJISIMM IOKa3bIBAaeT, YTO, KaK U B
MOJENU JIByXBO3PAaCTHOW MOMYJSIUH, C YBEIMUYEHUEM pENpOAyKTUBHOIO [OTEHIHAlIa U
K03(G(UIIMEHTOB BBDKMBAEMOCTH ¢; JUHAMHMKA MOJIEIHM YCIIOXKHSETCS U B (Pa30BOM IPOCTPAHCTBE
MOJIENIbHBIX MEPEMEHHBIX MOSBIISIIOTCS aTTPAKTOPbl BECbMa Pa3HOOOpa3HON U MPUYYIIIMBONH (OPMBI
(pucyHok 4.2, mpuMep IpeielbHbIX MHOKECTB B MOJIEJIM TPEXBO3PACTHON MOMYJSLIUU MIPU JTUHEHHOM
JUMHUTHPOBAHUH YMCICHHOCTH MIIA/IILIEr0 BO3PACTHOI'O KJIacca).

[Toxaxem, yTo moTepss YCTOWYMBOCTH peuieHus (4.7) nias 4€THOro KOJIMYECTBA BO3PACTHBIX
KJIACCOB TNPOMCXOJUT TOJBKO MPH KOMILJIEKCHBIX 3HAYEHMSIX COOCTBEHHBIX YHCENl IpH Mepexone |A|
yepes 1.

B mopenu n-Bo3pactHoM momysnsiuuu (rpu n = k + 2, k — 11e710€ 4HUCI0) XapaKTepUCTHUECKOE

YPaBHEHUE UMEET BUJIL:

P —e A —(e,) aF'(x)=0,

e F'(X)= f(X)+% f'(X)= (I-¢)a(c,)*) + % f'(%).

[Ipenmnonoxum, 4To HETpUBHANIbLHOE paBHOBecHE (4.7) n-Bo3pacTHOM Mojenu (4.6) MOXKET UMETh
neicTBuTenbHOe coOcTBeHHOE ymcino L > 1. Torma XxapakTepUCTHYECKUA MHOTOYJICH JEIUTCS Ha
(A — L) 6e3 ocrarka:

2 A —(ey)f aF (%) = (A— LA™ +(L—c)A™ + L(L—c)A* + L (L—c¢,))+
+(L"N(L=¢)~al(e,)" F' (X)),
L(L-c)=a(e,) F'(X)=0= L™ (L-¢)~(1-¢)=a(c,) - X- f'(%).
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Hockomsky L' (L—c¢)—(—¢)>0 , a a(c,) -X-f'(x)<0 , paBeHCTBO HEBO3MOXHO H,
CJIEIOBATENbHO, IEHCTBUTENIbHBIX COOCTBEHHBIX uncen L > 1 B n-BO3pacTHON MOJIENH HET.

Jlist u€THOTO KOJIMYecTBa BO3pacToB # (T.€. k=0, 2, ..., 2m) MOXXHO MMOKa3aTh aHAJIOTHYHO, YTO
HET W JCUCTBUTENBHBIX COOCTBEHHBIX uncen L < —1. JleneHne xapakTepUCTHUYECKOTO MHOTOWIECHA Ha
(A —L) 6e3 ocraTka MPUBOJUT K PABECTBY:
L(L-c)=a(e,) F'(X)=0= L™ (L-¢)~(1-¢)=a(c,)" - X- f'(%).

[IpaBas wacTh paBeHCTBA MEHBINE HYyJA, a JieBas OoJibllie TpU YETHBIX Kk, W 3HAYMT,
NEHUCTBUTENBHBIX COOCTBEHHBIX uncen L < —1 Her. B Momenu ¢ 4€THBIM KOJWYECTBOM BO3PACTOB

BCIICCTBCHHBIC COOCTBEHHBIC YHCJIA HE MOTYT BBIXOOWUTH U3 CAMHUYHOI'O Kpyra.

Pucynok 4.2 [IpenenbHble MHBapUaHTHbIE CTPYKTYPbI B MOJIENH TPEXBO3pACTHOWU momynasuuu (4.4).
CneBa — TpexmepHoe (a30BO€ MPOCTPAHCTRO (X, y, z), CIIpaBa — ABYXMEPHOE (X, ).

Ecnu ke KoJM4ecTBO BO3PACTHBIX KJIAacCOB HEYETHOE, TO MOJEIb YXKE MOXKET HMETh
NeNCTBUTENbHBIE 3HaueHus A MeHbiie —1. Tem He MeHee, Hampumep, B TPEXBO3PACTHOW MOJEIHU C
JUHEHHBIM JIMMUTUPOBAHUEM YHCICHHOCTH MJIAJLIEr0 BO3PACTHOIO KJlacca IMOTEpsl YCTOMYMBOCTH
pemienus (4.7) Takxke MPOUCXOAUT MPU KOMIUIEKCHBIX 3HAUYEHUSAX COOCTBEHHBIX YHMCEN C MEPEX0I0M
|A| uepes 1.

Haubonee mpocroil npuMep HEOJHOPOIHON MOIMYJSIIMKM C HEYETHBIM KOJIMYECTBOM BO3PACTHBIX
IPYII peainu3yercs npu n = 3.

B caygae f(x)=1—-x wumeem

1-¢

f@=(01-¢)c,a = x=1-—=", [(X)=-1,

ac,
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¥ XapaKTepHCTHYEeCKOe ypaBHeHHe mpurHEMaeT Bux A —c, A’ +c,a—2(1—c,)=0. Ha pucynxe 4.3 —

IIpUMEpP HU3MEHEHMUS €ro JACUCTBUTEIBHOIO KOPHS C YBEIMYEHMEM napamerpa a . BuaHo, 4rto

NeUCTBUTENbHOE COOCTBEHHOE YHCIIO MEHbIIIEEe, YeM —1, CyIIecTBYeT.

A ¢, =03 c,= 095

:

._.
=
—_
n
(=)
(=1
(=)
in
)
e
i
.
=
e
i

Pucynok 4.3. [Ipumep M3MeHEHUS BEIIECTBEHHOIO COOCTBEHHOI'O 3HAUYEHHUs B JIMHEWHOM MoOJENH C
TpeMsl BO3PACTHBIMU I'PYIIIAMU.

Bo3MoxxeH n1u B nJaHHOW MoOJenW WWKI JUIMHBI 2 B ciaydae Ay = —1?  Pazpenum

XapaKTepUCTUUECKU MHOTOWIeH Ha A + 1 :
3 2 2
A=A +c,a=2(1-c)=A+D)A —(c, +DA+(c, +1)).
Jlenenne ©0e3 ocTtarka TpeOyeT BBINOJNHEHHs paBeHCTBa C,d—2(1—¢)—(c,+1)=0 ,
cinenoBarenbHo, a =(3—c¢)/c,. B aToM cnydae kopHH A, A3 KBaapaTHOTO TPEXUWiIeHA KOMILICKCHO-

2
COMpPsDKEHHBIE M UX MPOU3BEIeHUE AaeT (A3 = ¢+ 1> 1.

Takum 00pazom, MpH JIFOOBIX JOIMYCTUMBIX TapamMeTpax MOJIENM KOMIUIEKCHBIE COOCTBEHHBIC
qHuciaa 1O MOJYJI0 YK€ OOJbIlle eIWHHUIBI, a 3HAYUT, IMOTEeps YCTOWYMBOCTH HETPHUBHAIHLHOTO

PaBHOBECHS TTPOMCXOJIUT MPH KOMITJIEKCHBIX 3HAYEHUSIX COOCTBEHHBIX YHCEN C TIEpexo10M |A | uepes 1.

PaccmoTpuM HEKOTOpHBIE CLIEHAPUU MTOTEPU YCTOMUMBOCTH HETPUBUAIBHOIO PAaBHOBECHSI MOJIENN
MHOT'0-BO3PAaCTHON MOMYJISALMU B Cilydae, KOI/la BBDKMBAEMOCTb MIIAJIIEr0 BO3PAcTHOIO Kiacca
JTUMUTHUpYeETCs TUHEHHO: f{x) =1 —x.

Ha pucynke 4.4 npuBeieHbl IpUMEPHI pacpeIesIeHNs YUCIEHHOCTH Miaauieil (x) u crapiei ()

BO3PACTHOM TPYMIIBI B IPEACTBHBIX TPACKTOPHUIX MOJICICH MO C pa3IMIHON TIIyOUHOU
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Pucynok 4.4 Pacnpenenenue u4uMciIeHHOCTHM Miajmied (x) U crapmiei (y) BO3pacTHOM TIpymibl B
MPEeNbHBIX TPACKTOPHUAX (aTTpaKkToOpax) MOJENEH C Pa3UYHBIM YMCIOM BO3PACTHBIX KJIACCOB IMpPHU
pa3HBIX 3HAUCHHSIX MapaMeTpOB MOJETH W Iara od M3MEHEHHs Ou(dypKalMoHHOTO MapaMmerpa d.
OTtpucoBansl Touku ¢ 2500 o 2600 mokonenus; ¢ = 0,6 11 AByXBO3pacTHOM momyisiuun; ¢; = 0,6 u
c2=10,95 - nns 3-x u 6oyiee BO3pacToB.

B03paCTHOI\/JI CTPYKTYpPhI B 3aBUCUMOCTH OT BCIIMUYMHBI PCIIPOAYKTHUBHOI'O IMMOTCHIMATIA A. HGCMOTpfl Ha

TO, 4TO 3a(1)I/IKCI/IpOBaHa AOBOJIBHO BBICOKAas BBDKUMBACMOCTDL JOIIOJTHHUTCIBHBIX BO3PACTHBIX KJIIACCOB Z;

123



(c2 = 0.95), abdekr ycnokHEHUS BO3PACTHOW CTPYKTYpHI TMOMYJSIMA OTUYETIMBO 3aMETEH: Ha
pUCYHKax BHJHO, 4YTO CHayajla YBEJIWYCHHWE JJIUTEIHHOCTH IIOJIOBOTO CO3PEBAaHUS MOJIOAU
COIPOBOXKIACTCS COKpANICHUEM 00JacTH 3HAYCHHUH PEnpOAYKTUBHOTO MOTEHIMANIA d, MPU KOTOPBIX
PaBHOBECHE OCTAETCS YCTOWYMBBIM M, COOTBETCTBCHHO, IMHAMHUKA CHCTEMBI B IIpeJieiie CTaIl[MOHAPHA,
nanee (mpu 4-5 BO3pACTHBIX TPyMIax) 3Ta 00JacTh HAYMHAET YBEIMYUBATHCS U yxKe 9-10-Bo3pacTHast
MOMYJISIIIAS.  UMeeT 0oJiee TPOTSHKCHHYIO 00J1acTh 3HAYCHHUS PEMpPOJTyKTUBHOTO TOTEHIHAIA CO
CTAIlMOHAPHON JTMHAMHUKOM, YeM JBYXBO3pacTHas. Kpome Toro, BepXHsis rpaHUIAa YUCICHHOCTH Kak
crapmiero (y), TaKk W CaMOro MIAIIIETO BO3PACTHOTO Kiacca (x) cmemraercss BHH3. Kakux-mnu0o
BBIPKEHHBIX 3aKOHOMEPHOCTEH, CBA3aHHBIX C HAIMYHEM YETHOTO JTMO0 HEUYETHOTO YMCIIa BO3PACTHBIX

TPy B MOJENBHOU MOIYJISALMY, HE IPOCMATPUBAETCSI.

PaccmoTpuM, Kak BIUsSeT Ha XapakTep JUHAMHKU YHUCICHHOCTEH BO3PACTHBIX IPYII CHH)KEHUE
BBIKMBAEMOCTH IOBEHMJIBHOW YacTH MOMYJISUUU (z;), OINpenensieMoe BEeIWYMHON c». YUuciieHHble
pacueTbl TOKa3alM, YTO C YMEHbBIICHHEM [apamMeTpa ¢; KayeCTBEHHOTO M3MEHEHHs BuUJa
OU(ypKaMOHHBIX AUArPaMM HE IMPOUCXOAUT, HAOIIOIAeTCs JIUIIb UHTYUTUBHO MOHATHOE y/UIMHEHUE
o0jacTu 3HAYEHUM PEnpoOAYKTUBHOTO IOTEHIMala d, MPU KOTOPHIX HETPUBHAILHOE pPaBHOBECHE
OCTaeTCsi yCTOMYMBBIM U, COOTBETCTBEHHO, JMHAMHMKA CHCTEMbl B IIepe/eie CTallMOHAapHa;
HaOJI0JaeTCsl M pacIIMpPEeHUe BCEro JIOMYCTMMOTO MHTEpBaJla 3HAYEHUH g, MPU KOTOPBIX JIMHEHHas
MOJEJIb OCTAeTCsl KOPPEKTHOM (T.€. YMCIEHHOCTH BO3PACTHBIX TPYNI HE NMPUHUMAIOT OTPULIATEIbHbIX
3HaueHul, pucyHok 4.5). Ilpu 3ToM BepxXHSAS W HUXKHSIS TpaHULbl 3HAYEHUH YHCIEHHOCTH
PENpPOAYKTUBHOM YaCTH MOMYJISLUM (V) 3aMETHO CHUXaroTcsi (pUcyHOK 4.6). Ilo mepe ycinoxHEHUs
BO3PACTHOM CTPYKTYpBI, KaK U CJIEA0BAJIO 0KUJATh, JOMYCTUMbIN IMaNa30H CHUXKEHUS MapameTpa c;
YMEHBIIAETCS, MOCKOJIbKY [UIsl HOJJEpKAHUS YHUCIEHHOCTH PENPOIYyKTUBHOM YacTH MOMYJSIIUN
HY)KEH JOCTAaTOYHbIM NPUTOK MosoAu. [Ipm ATOM KpUTHMYECKH HHU3KHE 3HAUEHUS C; MPHUBOJAT K
BO3HMKHOBEHHIO HEOXKMJIAHHOTO JTUHAMHUYECKOro »¢dexrta — o00JacTh JONYCTUMBIX 3HAUCHUN
PENpPOAYKTUBHOIO TOTEHLHANIa @ 3aKaHYMBAETCSl paHbIIE, YeM IMOMYyJsAlus OKaKeTcs B 00JacTh
HauOOJIbIIICH TMHAMUYECKOU HEOTIPEIeIEHHOCTH (PUCYHOK 4.6T).

JlononHuM (PEHOMEHOJIOTUYECKYI0 KapTUHY, MOJIYYEHHYIO B XOJI€ YMCIIEHHOTO MCCIEI0BAHUS

JUHAMHYECKUX PEKUMOB, 0ojiee CTPOTMMU XapaKTePUCTUKaMH: JUHAMHKOM  JIAIIYHOBCKHX

o n
Hokaszaresnen {ﬂ«l }izl (roe n KOJIMYECTBO BO3PACTHBIX I'PYIMI B MOIMYJSALKHN); a TAKXKe pa3MepHOCThIO D

BO3HUKAKOIHUX B CUCTEME ATTPAKTOPOB.
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Pucynok 4.5 Opomonus pacrnpeaereHus: YHUCICHHOCTH MJaJllel BO3pacTHOM

TPYIIBI

C

YMEHBIIEHUEM JI0JIM BBDKHMBIIMX 0COOEH IOBEHWJIBHOM IPYIIbI HA MOCIEAYIOUIUX IoAax XKU3HH (cC2).

CBepxy BHM3 HJIET YCIOXXHEHHE BO3PACTHOM CTPYKTYpbl MOMYJISLMH OT TPEX BO3PACTOB [0

onnHHaauary; ¢; = 0.45.
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Pucynok 4.6. DOpomronms pacrpeiesieHus YUCICHHOCTH CTapiied BO3pacTHOM rpymmbl () ¢
YMEHBIIIEHUEM JI0JIM BBDKMBIIHUX 0COOEH FOBEHWJIBHOM TpYIIbI HA MOCIEAYIOIIMX ro/lax >KU3HH (C2);
nonyssinust BkitodaeT 10 Bo3pactHeIx rpymir; ¢ = 0.45.

[Ipu BeIUMCIIEHUH JISMTYHOBCKHUX IOKa3aTenel ucrosb3oBaics anroputM benerruna (Helimapk,
Jlanma, 1987), a B KayecTBe OIICHKM pa3MEPHOCTU AaTTPAKTOPOB Oblja BbIOpaHa JISMYHOBCKAs

pa3MepHOCTh, paccunTbiBaemas o Gopmyne Kamnana—HMopke:

D=j+X A/A,

,rae j=max{m:y " A >0}.

Ha pucynkax 4.7 u 4.8 npueneHsl napbl rpa@ukoB: cBepxy OH(YypKallMOHHBIE TUArPaMMBL,
HIDKE TWHAMUKA JISITYHOBCKUX TMOKa3aTeieil U pa3MEepHOCTH aTTPAaKTOPOB i 2-, 3- U 4-BO3pacTHOU
MOMYJISIIIUM COOTBETCTBEHHO. V3 pe3ynbTaToB MPOBEIEHHOTO YMCIEHHOTO UCCIEA0BaHUs CIEAYET, YTO
B Oojpiieil o0jacTu JOMYyCTUMBIX 3HAUEHUM PENpoNyKTHBHOIO MOTEHLMana a MpeoliaiaroT
aTTPAKTOPbl 3HAYUTEIILHO MEHbILIEH Pa3MEPHOCTH, YEM O3BOJIIET pa3MepHOCTh Mojienu. Kpome Toro,
€ClIi B MOJIETM JIBYXBO3PAaCTHOW MOIMYJISALMU €LIe BCTPEYAIOTCSl aTTPAKTOPhl Pa3MEpPHOCTH 2 TpuU
KPUTHYECKH OOJIBIIMX 3HAYEHUSAX @, TO B TPEXBO3PACTHOW MOJIENM AaTTPAKTOPBl JOCTUTAIOT

pa3MepHoOCTHU 3 yxKe He MpU JH0O0bIX 3HAUECHUSIX MTapaMeTpa ¢;; YAJUHEHHUE K€ Neprojia CO3peBaHus
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Pucynok 4.7. PacnpeneneHue 4YHCIEHHOCTH MIIauIed (X) BO3PAaCTHOM TpYIIbl B MpelebHbBIX
TpaeKTOpHUsAX (aTTpakTopax) MoJeJNiel; HWKE NPUBEACHA TWHAMHUKA JIAIMMYHOBCKHX IOKa3aTelied U
pa3MepHOCTH aTTPAKTOPa B 3aBUCUMOCTH OT BEIMYMHBI KOApdUIueHTa a.
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Pucynok 4.8. Pacnpenenenue 4ucieHHOCTH MIaiied (X) BO3PAaCTHOM TpYIIbl B MpelebHbBIX
TPaeKTOpHUsAX (aTTpakTopax) MoJeNel; HWXKE NPUBEACHA TWHAMHUKA JIAIMTYHOBCKHX IOKa3aTelied U
pa3MepHOCTH aTTPAKTOPa B 3aBUCUMOCTH OT BEIMYMHBI KO dUIIUEHTa a.
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ele Ha eIUHHILY HEe IPUBOAUT K MOSBICHHUIO aTTPAKTOPOB pa3MepHOCTH 4 — OoJiee TOTro, He BOSHUKAET
Jla’ke aTTPAaKTOP pa3MEpPHOCTH 3.

PC3y.]'IBTaTBI MPOBCACHHBIX YHUCJICHHBIX J3KCIICPUMCHTOB IIOKA3bIBAIOT, YTO XOTSA YBCIUUCHUC
JUTUTETFHOCTH OHTOTEHE3a M COMPOBOXKIAAETCS POCTOM MOTEHIIMAIHHBIX BOZMOKHOCTEH ISl YCHUIICHUS
Xa0TH3AIMH TUHAMUYECKOTO MOBEJICHHSI CHCTEMBI, OXKHIa€MOT0 POCTa XaOTHU3alMU HA CAMOM JIeJie He
IIPOMCXOJUT, U B CPEJAHEM JUHAMHKA OO0Jiee CIOKHO CTPYKTYPUPOBAHHBIX HOIMYJISLUUNA BBITJISIUT
MeHee «00TaToi», 4eM TUHAMUKA MOIYJISIHA ¢ KOPOTKUM OHTOTeHe30M. brosornyeckn xe 3ToT (hakT
O3HAYaeT, YTO TOMYJSAIHS C JIUTEIbHBIM OHTOI'€HE30M B CpeIHEM obiamaeT Oosee YmopsaodeHHON

JTUHAMUKOM M MOTOMY OKa3bIBaETCs 00JIee )KU3HECIIOCOOHOM.

Oo6cy:xnenue

[IpoBeneH MoAeNbHBIA aHAIM3 CBSA3U MEXKIY HPOJOJIKUTEILHOCTbIO OHTOTE€HE3a U XapaKTepoM
JUHAMHYECKOTO  IOBEACHHUS  M30JUPOBAHHOM  momynasiuuu  (CTPYKTYpo M pa3MEpHOCTBIO
BO3HUKAIOMIMX XAOTHUYECKUX aTTPAKTOpPOB). B ogHOpOAHON momysisiuu BO3pacTaHUE CKOPOCTU €€
IPUPOCTa CONPOBOXKAAETCS 3aKOHOMEPHBIM TIEPEXOJOM OT YCTOMUYMBBIX PEKHUMOB JIWHAMUKU
YHUCJIEHHOCTH K KOJIEOAaHMSIM M Xaocy (IICEBIOCTOXACTUYECKOMY IOBEACHHUIO), T.€. MEPEXOJ0M OT
PaBHOBECHBIX PEKUMOB JIMHAMUKHA K HEPAaBHOBECHBIM; JJIsi 0OJiee CIOKHBIX HEIMHEWHBIX Mojesen
JUHAMHMKY TOMYJSLUUNA C BO3PACTHOW CTPYKTYpO#l (IIPOJOJIKUTEIbHBIM OHTOI'€HE30M) YBEIMYEHHE
PENpOaYKTUBHOIO MOTEHLHMaNa (@) TakKe MPUBOAUT K BO3SHUKHOBEHHMIO XaOTHUYECKUX aTTPAKTOPOB,
CTPYKTypa U pa3MEpHOCTb KOTOPBIX MEHSIOTCS IPU H3MEHEHHU MapameTpoB Mozenu. OpHako
YBEJIMUYEHHUE MPOJIOJKUTEIIBHOCTH U CIOXHOCTH OHTOI€HE3a «B CPEAHEM» HE YBEIMYMBAET CTEIEHb
Xa0TU3ALUK aTTPaKToOpoB. B yacTHOCTH, B MOJIB3y OOJBIIEH AMHAMUYECKON YCTOMYHMBOCTH TOBOPUT
OoOHapy)KeHHO€ B MOJEJIIX MHOTOBO3pPACTHBIX NOMYJSALMUNA paclIupeHue o0nacTu 3HAYEeHUM
PENpPOAYKTUBHOIO TOTEHLMAla, OTBEYAIOIIMX pPAaBHOBECHOW JMHAMUKE, CYXEHHE pa3Maxa
(GiyKTyalMil 4YMCIEHHOCTEH BO3pACTHBIX TIpPYII, a TaKXKe CKYIJHOE pa3HOOOpa3ue aTTpaKTOpOB
OOJIBIIION pa3MEPHOCTHU U TIpeo0Iaanme 00IacTel, IJe Xa0TU3AIKS aTTPAKTOPOB BhIpaKEHA c1ado.

VYcioxkHEeHe OHTOT€HE3a Yepe3 BO3pacTaHUE YUCIIa FOBEHMWIbHBIX BO3PACTHBIX TPYII, CO3/aBast
MOTEHIIMAJIbHbIE BO3MOXKHOCTH JUISl YBEJIMYEHHUS «B CPEIHEM» XaoTH3alluM, B UTOre OKa3bIBaeTcs
CHOCOOHBIM OO0ECHEeUNUTh MEpPeXoj] «OT Xaoca K MOPSAKY» U Jake MPUBECTH K YCTONYMBBIM
JUHAMHYECKUM peXuMaM. ODTOT pe3ylbTaT JaeT MOJENbHOE 0O0bsiCHEHHE TOMy (akTy, 4yTo mpuU
JOCTaTOYHO IIUPOKOM CIEKTpEe NEPUOJUYECKUX PEKHUMOB, TEOPETHUUECKH BO3MOMKHBIX IS
M30JIMPOBAHHBIX TOMysAIuid co cTpykrypoir (Greenman and Benton, 2004), peansHO HaiijieHHBIS
MEepUOJbl HUCKIIOYUTEIbHO Y3KME M MHOTHE II0JIEBbIE TMOMYJSLUUU JAEMOHCTPUPYIOT OUYEBHJIHO

cTabmIIbHYIO MO0 TceBaOoNMKINYecKyt0 nuHaMuKy (boOsipeB, Kpukcynos, 1996; Clutton-Brock et al.,
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1997; Sether, 1997; Wickens and York, 1997; Kendall et al., 1998; Siriwardena et al., 1998; Bjernstad
et al., 1999; Fewster et al., 2000; Freckleton, Watkinson, 2002).

130



I'naBa S. BiausiHue aHTPONOTeHHOI'0 BO3ACHCTBUSA HA €CTECTBEHHYIO IBOJTIOLUIO
OTHOPOJAHOM MONMYJIAUMHU: ONTUMAJIbHBIA CTAUMOHAPHBINA MPOMBbICEJI € MIOCTOAHHOM
J0JIed U3BLATHSA

JluHamuueckass TEOpHsl NOMYJALMNA TPaJUIIMOHHO paccMaTpUBaeTCs KaK CMEXHBIM pazjen
TeoOpeTHyecKko mnomyasuuoHHoW skonorun (Pegopos, ['mnbmanoB, 1980) u nomymsLMOHHON
onodusuku (bassikun, 1985; Bonbkenmreitn, 1988; Pomanosckuit u ap., 2004; Uepnasckwuii, 2004).
OcHoBHast mpoOiema, BOKpPYr KOTOpod (opMupyeTcsi AMHAMHUYEecKass TEopusi — O3TO OIMCAHHE
Xapakrepa U OObSICHEHHE MEXaHU3MOB (UIIOKTYHPYIOLIEro (KBa3HIIEPUOIUYECKOTO M Xa0TUYECKOTO)
MOBEACHUS YHClIeHHOCTH nomnynsuuid. K 3T1oit mpoOneme mpuMbIKaeT BakHasl MpHUKIIaJHAas 3ajgada
pa3paboOTKK ONTUMAaJIbHON CTpATErWy SKCIUTyaTallud IMPOMBICIOBBIX BHUJIOB (ONTHMM3AIMS IpoLiecca
«cbopa ypoxas»). [Io cMbiciy paccmMaTpuBaeMbIX 3ajjad SICHO, YTO B TEOPETUUECKON MOMYJISIIMOHHON
9KOJIOTMH MPOBOJATCS HCCIIEIOBAaHUS AMHAMUKH JIMMUTUPOBAHHBIX MOMYJSLMMA, pa3BUBAIOIIMXCS B

YCIIOBHAX OIpaHUYCHHOCTH PECYPCOB KUSHECACATCIBHOCTH.

C 30-x ronoB XX-ro Beka OypHO pa3BUBaeTcs Apyras BETBb JUHAMUYECKON MOMYJISLUOHHON
TEOpPUM — MaTeMaTu4eckasl MOMYJISIIIMOHHAs T'eHETUKa, B pPaMKaX KOTOPOW CTPOSITCSI U UCCIENYIOTCS
MOJIEI 3BOJIIOLIMOHHOTO IPeoOpa3oBaHUsl TE€HETUYECKON CTPYKTypbl mnomyiasiuuu. OcobGeHHocTH
JUHAMHUKU YHCIEHHOCTU IPU 3TOM OOBIYHO HE aHAIU3UPOBAIUCH. UMCIEHHOCTH cuuTallach JIUOO
«10CTaTO4YHO» ((haKTUYECKH HEOrpPAaHUYEHHO) OO0JbLION (B JAETEPMUHUPOBAHHBIX MOJEIAX) JUOO

HEU3MEHHOU (MOJIeNH, UCTIONB3YEMBbIE /ISl aHaM3a MOCIeACTBUI TeHETHIECKOoro aperda).

ITonerTkN O6’B€)II/IHI/ITB MOMYJIAOMOHHO-3KOJOTHYCCKUE W  MNOMYJIAIHOHHO-TCHCTHYCCKHEC
II0AX0AbI BBICBETHUIIN JIBA THUIIA HpO6J'IeM, KOTOPBIC MOT'YT OBLITH PaCCMOTPCHEBI B paMKax ITOH TCOpHUHU.
Bo-mepBBIX, 37€Ch TMONYYMIIO €CTECTBEHHOE pa3BUTHE HCCIEIOBAaHHUE JIEHCTBHS 3BOJIOIMOHHBIX
(baxTOpOB, B TMEPBYIO OUYEPE/b, ECTECTBEHHOTO OTOOpa, HA W3MEHEHHE T€HETHYECKOW CTPYKTYPHI, a
COOTBETCTBEHHO M HW3MEHEHUH XapakTepa AWHAMHKHU HOHy.]'IfIIII/II\/’I, Pa3BHUBAIOIIUXCA B YCIOBHAX
OTPAHUYEHHOCTH JKOJIOTHYECKUX PEeCcypcoB (T.e. HAXOJANIUXCS MO JIEHCTBHEM JIMMHTHPYIOIIUX
(dakTopoB okpyxaromei cpeasl) (Hamp., Hanski, 1999). UHTepecHbie dacTHBIE Pe3yabTaThl OBLIH
nostyuensl PaiirapneHom (Rougharden, 1971) u Yapnsyopcom (Charlesworth, 1971). IlepBsiii u3 3Tux
WCCIIeIOBATeNIeH YMCIIEHHO MMPOAHAIM3UPOBAT JIMCKPETHYI0 MaTeMaTHYECKyI MOJeNb IMHAMUKA
4acTOT ajlieied B MEHJIENEBCKOM OJHOJOKYCHOM NuaieNbHOW MOMYISIIMKM (C JTUHEHHBIM BHUIOM
3aBHCHMOCTH TPUCTIOCOOIEHHOCTH OT YHCICHHOCTH) JJISl CIIy4aeB CTAIIMOHAPHON U (MIIFOKTYHPYIOIIEH
cpenbl obutanusa. Yapisyopc wuccienoBall aHATMTHYECKH OoJiee OOIIYyI0 JUCKPETHYIO MOJIEh

SBOJIIOIIMM OJHOJIOKYCHOW MEHIEJIEBCKOW MOIYJSIMM, Pa3BUBAIOLIYIOCS B CTAallMOHApPHOM cpere.
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MoiHoe pa3BuTHe 3THX U JIpyrux pesynpratoB (MacArthur and Wilson, 1967) Opu1o mosy4eHo BO
MHOTHX paboTtax u cpopmynupoBaHo B Bujae koHuenuuu K u r-oréopa (Pianka, 1978). B wactHocTH

AL METAIIOIMyJIAIUKU C HCIOJIOBBIM Pa3MHOXCHHEM OHO ObUIO BBIIIOJIHEHO B pa60Te EB)IOKI/IMOBa

(1999).

Bo-BTOpBHIX, B paMKax 3BOJIOIHMOHHO-3KOJOTMYECKUX MOJIENed OKa3ajcsi BO3MOXKEH
OoAPOOHBIM aHaIU3 3BOJIOLMOHHO-TEHETUYECKUX IOCIEACTBUIM mpombicia. ['ocnojcTByromas B
TEOPUM ONTUMAIBHON OSKCIUTyaTallMM KOHIEMIMS MaKCUMajIbHOIO YpPaBHOBEIIEHHOTO U3bATHUS
[IpeIoaraeT MoJIep>KaHue YMCICHHOCTH MPOMBICIOBOM MOMYJALUKA HAa YPOBHE, 00ecreurBaroIeM
MaKCHMaJIbHOE€ BOCHPOM3BOACTBO. TakuMm oO0Opa3oMm, MOMYNIALMH, MOJBEPKEHHbIE IPOMBICIY,
OKa3bIBAIOTCS B JIPYIMX SKOJIOTMYECKHUX YCIOBUSX, YEM HEIKCIUTyaTHpyeMble MOMYIISIIINK, UMEIOIIne
YHUCIEHHOCTb, OIPEAEIIEMYI0 OalaHCaMU €CTECTBEHHBIX MPOLECCOB. B pe3ynbTare B MPOMBICIOBBIX
MOMYJISIUSAX MOTYT M3MEHSAThCA YCIOBUSL OTOOpa, a COOTBETCTBEHHO U IPUCIOCOOJIEHHOCTH

TFeHOTUITMYECKUX TPy 0cOOeH.

B Oonbuioil cepuum COBPEMEHHBIX HCCIEIOBAaHMM OTMEYEHO IIOYTH KaTacTpoduueckoe
CHIDKeHHE d((EKTUBHOM YHUCIEHHOCTH MOMYJISUUMNH M MOTEeps T€HETUYECKOro pa3HooOpa3us B
pe3ysbTaTe aHTPOINOTreHHOro BozneicTBus. [lpuuem STH HeratuBHbIE Ui OMOJIOIMUYECKHUX BUIOB
TEHJCHIIMM HaONIOAIOTCS HE TOJIbKO B IPOMBILUISEMBIX MOMYISNUAX (HampuMmep, H3MEHEHHE
IF€HETUYECKOMN CTPYKTYpPBI TOPOJ000pa3yIOIIUX AEPEBbEB MPU BOCCTAHOBICHHUHU JIECOB MOCJE BBIPYOKHU
(Norton, 1996; Lee et al., 2002; Finkeldey, Ziehe, 2004), mpomsiciioBbix BumoB peid (Hindar et al.,
2004), HO ¥ B MOMYJSLMSIX, KOTOPbIE SIBHO HE 3KCILTYaTUPYIOTCS, a UCHBITHIBAIOT Ha ceOe BIIMSHUE
aHTPOINOTE€HHOI'0 BO3JCHCTBUS 3a cyUeT (pparMeHTallMy U COKpAIIeHHs cpeabl OOMTaHus (Hampumep,
reHeTHYeCKne u3MeHeHus B momymsanuu canamanapel (Curtis, Taylor, 2004)). OxoHuaTenbHOE
pellIeHre BOMIpoca, YTO MPOUCXOIUT € aJallTUBHON M3MEHUYHUBOCTBIO BUIOB Ha (DOHE aHTPOIOTEHHOTO
BO3JICHCTBUS, HE SIBJISIETCS OYEBUAHBIM U TOXE IPUBJIEKAET MHTEPEC HUCCleoBaTenel (Hampumep,

(Singh, 1978; Martinez-Garmendia, 1998)).

ITopoGHOrO MCUEPIBIBAIOIIETO aHAIN3a ONUCAHHBIX BbIIIE IPOOJIEM /10 MOCIEIHErO BPEMEHU

He poBoaAuIIoCh. JlaHHast paboTa pu3BaHa 3al0JIHUTh HEKOTOPhIE MPOOEIIbI B 3TOM 00J1acTH.
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§ 5.1 MonennpoBaHue Bo3/1eliCTBHSI ONTUMAJIBHOT0 CTAHOHAPHOT 0 MPOMBICJIA C
MOCTOSIHHOM /10J1eii M3bATHS HA OJHOPOAHYIO MOMYJIALHIO

5.1.1 Mamemamuueckasn mooenb IKCHIIYAmMupyemoii 00HOPOOHOU NONYIAYUU

PaccmoTpuM Hambojee NPOCTYHO MOJEIBHYIO CHUTYalMl0, B KOTOPOH MPOSBISIOTCS
3aKOHOMEPHOCTH B3aMMOCBSI3aHHBIX U3MEHEHUN TUHAMHUKU F€HETUYECKON CTPYKTYphl U YUCIEHHOCTH
MOMYJISIIMKM, BbI3BAHHBIE B3aUMOJICHICTBHEM SBOJIOLHOHHBIX (B OCHOBHOM CEJEKTUBHBIX) H
AKOJIOTMYECKUX (OrpaHMYMBAIOLIMX MOMYISLMOHHBIN pocT) dakropos. [Ipumepom Takoi MoAeNbHOM
CUCTEMbl MOJXKET OBbITh JUIUIOWIHAS MEHJEJEeBCKas NaHMUKTUYHAs MOMYJSIMS, TE€HEeTHYECKOe
pazHooOpa3ue B KOTOPOH KOHTPOJUPYETCS OJHUM JUAICIUILHBIM JIOKYycOM (¢ ayenoMopdamu 4 u a),
a 9KOJIOTMYECKOEe JIMMUTHUPOBAHUE CBOJUTCS K YOBIBAIOIIEH 3aBUCHUMOCTU MPUCIOCOOJIEHHOCTH OT

YHUCICHHOCTH.

BBenem 00o3HaueHUs: X, - YUCICHHOCTh TOMYJISIITAMA B N-OM TIOKOJICHHUH, ¢, — YacCTOTa ajlIems
A B n-om mnokoienun (cienosarensHo, (1 - ¢,) — wacrora amnens a), w,,(n), w, (), w,(n) -
MPUCTIOCOOJIEHHOCTH TEHOTUTNIOB AA, Aa, aa — COOTBETCTEBEHHO B 1-OM TIOKOJieHUH. M3meHeHue

YUCJIICHHOCTM M TE€HETUYECKOM CTPYKTYphl NOMYJISLUU OIHCHIBACTCA CIEAYIOUIEH CHCTEMOU

pexyppeHTHbIX ypaBHeHui (Patuep, 1977):

xn+l = Wn (xn )xn

5.1
G =0, (000, + w0 (5, )(A—4,))/ 7, (5, ). D

rne w,=w,(x)g. +2w,(x,)q,0-q,)+w,(x,)1-¢q,)° - cpenHss HIPUCHOCOOICHHOCTH

monyJjsigruu B 71-OM ITIOKOJICHUH. By,HCM mnoJjaraTtb, 4To HpI/ICHOCO6J'ICHHOCTI/I 3aBHUCAT OT YHUCJIICHHOCTH

xn
K,

q

OKCIOHCHIMAIBHO: W, =exp| R;| 1-

COOTBETCTBEHHO KaXKIbI IN€HOTUI XapaKTepU3yeT ero pecypcHslii (Kj) M ManbTy3MaHCKHU (R;)
napaMmeTpsl. J{is ympoleHus BBIKJIAIOK, BBEIEM JOINOJHUTENBHOE MPEINOJIOKEHHE, YTO BCE
IFEeHOTUIIBl UMEIOT OJMHAKOBYIO IPUCHOCOOJIEHHOCTh MHpPH HEKOTOPOM 3HAYEHHHM YHUCICHHOCTH

MOMYJISIIUK (paBHOM X*).

VYcioBusl CylecTBOBAaHUS M pa3pylIeHUs FeHEeTHYeCKoTo noiaumopguizma moaenu (5.1), a Tax
e pe3ybTaThl HCCIEOBAHUS €€ JMHAMHYECKOTO MOBEICHHs TPUBEIEHBI B padoTax (XKnanosa u jap.,

2003; XKnanosa, ®pucman, 2005), §1.1.

BgeneMm B Mozensb (5.1) mpombIcen ¢ TOCTOSHHOM J10JIeH U3BATUS U:
133



xn+] = onn (l_u)

. (5.2)
qn+] = qn (WAAqn + WAa (1 - qn ))/Wn H

HpCHHOHaFaCTCﬂ, 4TO M3BATUIO TIOABCPIKCHBI B3POCJIBLIC OCO6I/I, 1 BCIIMYMUMHA MU3BATUA
(«ypoxkail») B n-oM IOKOJEHHMM paBHa X,W,u . IIpm gocTaroyHo Majiol J0Jjie U3BATHS — ypoKai

HC6OJ’IBIHOI>1 158 HpOMBICCJ'I HC OKa3bIBACT CYIIICCTBCHHOFO BJIMAHUSA HaA )II/IHaMI/IKy HOHy.]'IfIIII/II/I.
YBCJ'II/IT-ICHI/IC OO0JIN U3BATUA HpI/IBO)II/IT K CHHMJKCHUIO YHUCIICHHOCTHU HOHy.]'IfIIII/II/I, HO Ha Ha4YaJIbHOM
3Tare 3TO COMPOBOXKIACTCS COOTBETCTBYIOIIMM YBEIIMUSCHUEM YPOIXKas, M, BO3MOXKHO, CTaOMIM3aIueit
HpOIICCC& JIUHAMUKHA. )Iaanel‘/'HHee YBCJ'II/IT-ICHI/IC O0JIN U3BATHUA HACTOJIBKO CHHXACT ypOBCHB
YHCICHHOCTH, 9YTO 00beM yporkas magaet. COOTBETCTBEHHO, HEOOXOMMO OTPE/ICIIUTh TAKOH YPOBCHb
N3bATHUA U3 HOHy.]'IfIIII/II/I, HpI/I KOTOpOM pC)KI/IM cec BKCHJ'IyaTaIII/II/I OKaAXETCA OIITUMAJIbHBIM. K
HaCTOﬂHICMy BpCMCHI/I CJIOKHNJIaCh KOHIICIIIIHUA, B KOTOpOI\/’I 10 OIITUMAJIbHBIM HpOMBICJ'IOM
(Ckameukass u gap., 1979; Abakymos, 1993; Srinivasu, Ismail, 2001; Braumann, 2002; u ap.)
IIOHUMACTCA TaKasd O0JIsI U3BbIATHUA U3 HOHy.]'IfIIII/II/I, KOTOpafl O6CCHC‘-II/IBaCT CTa6I/IJ'IBHBII\/’I MaKCI/IMaJ'IBHBII\/’I
paBHOBCCHBII\/’I ypOBCHB HpOMBICJ'IOBOFO «ypo>1<a51» HpI/I YCJ'IOBI/II/I HCBBIpO)K)ICHI/Iﬂ HOHy.]'IfIIII/II/I.

PaccmoTpuM BinsiHME ONITUMAIBHOTO ITPOMBICTIA HA TEHETUYECKYHO CTPYKTYPY MOITYJISIUN.

5.1.2 Cmayuonapnvie mouxku mooenu IKCHYAmupyemoil nOnyaauuu

[Tockonbky Mojenb SKCIUTyaTHpyeMou mnomyisuuu (5.2), MOXKET UMEThb TpU IOJOKEHUs
paBHOBECHS: J1Ba MOHOMOP(HBIX, COOTBETCTBYIOIIMX (UKCAUUU TE€HOTUIIOB AA WIW aa, U OJHO
OJIMMOP(HOE, B KOTOPOM IMPHUCYTCTBYIOT BCE TPU I'€HOTHIA, TO, B OOILEM CiIydae, CyLIECTBYET TPHU

AOJIN UBBATUSA: Uq4, Uga U U 44, - OITUMHUSHUPYIOIIUEC IIPOMBICEIT B KaXKIOM PaBHOBCCUH COOTBCTCTBECHHO.

B paBHoBecuu cucrema (5.2) npuMer BUJ

X sz(l—u) (5.3
q :‘J(WAA‘]"‘WAa(l_‘]))/W )

Cucrema (5.3) umeet Tpu pemieHus: aABa MOHOMOPGHBIX ({g =0, x =x1} u {g = 1, x = x2})

0J1HO ToJiuMopdHOE {q = ¢3, X = X3}.
N3 nepBoro ypaBHeHUsI CUCTEMBI (5.3) BBIpa3uM JOJI0 U3BSITHUS U:
W(l - u) =1, cnenoBaTenbHO

u=1-1/w. (5.4)



VYuuteiBas (5.4), nepenuiieM BbIpaKE€HUE, ONpeleNsiomee 00beM U3bATUS B BUJE:

R=xwu=xw-—x.

Jljig TOro 4ToOBl MPOMBICEI C MOCTOSIHHOM J0JIed U3bATUS ObUI ONTHUMAaJIbHBIM, HEOOXOAUMO

OR
BBITIOJTHEHUE YCIIOBUS: a _ =0. CnenoBarensHo,
X=X

— —
w+xw, —1=0. (5.5)
3anuiem TakKe BRIPaKEHUE VISl IPOM3BOIHON W,

!

' ' Ri‘
W =0 (), +240-9)w,,), +1=9)(w,, ), , r7e (w)), == w;

q

e OmnpenenuM 3HAYECHHUS] YUCICHHOCTH W ONTHMAIBHYIO OJIO H3BATHS B MOHOMOP(HBIX
PaBHOBECHSIX.

IIpnq=0

aa

- X —r '
W=Wa ('xl) = eXp(Raa (1 - K_l)) » Wy = (Waa)x == Waa ('xl) .

aa aa

aa

R
U3 (4.5) momygaem w,, (x,)— z

xw, (x,)=1, cnenoBarenbHO

aa

R
1=, w,, (x)=1 (5.6)

aa

u uaa zl_l/waa('xl)'

VYpaBuenue (5.6) aHAIUTHYECKH HE PEIIAeTCsl, IOATOMY PaBHOBECHOE 3HAYEHUE YHCICHHOCTH

MO>KHO OIPEAETUTh YUCIeHHO. [IoKkaXkeM, UTO BEpHO CIIEAYIOIIEee YTBEPKICHHE.

Ymeepowcoenue 5.1:

VYpaBHenue (5.6) UMeeT €IMHCTBEHHOE PEIICHUE; IPUYEM 3TO PELICHHE JIS)KUT BHYTPU MHTEpBajia

(0, Kao/Raa)-

Jloxazamenbcmso:
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1) [Mokaxewm, yro min{K,, K, /R, } =K /R, . T.x. B MOJenn HEIKCILTyaTHPYEMOH IOIYIISIUH

(5.1) monomopdHas cranmonapHas touka {g=0, x=x;} cymecTByer, eciu R, >1; To BeImomHEHUE
TOTO  YCIIOBUS ~ HeoOXomuMo W B paccMmarpuBaeMoMm  ciaydae.  CiezoBarenbHO,

min{K ,K, /R }=K, /R,.

R
2) [lepenuiem ypaBHeHue (4.6) B Buje: (1 - K"" X, j =1/w, (x] ) W

aa

R v |= o
[1 - K. xlj = exp[Raa[Kaa D (5.7)

BBenem 0003HauEHUA:

o(x) = (1— [];W xj 1y (x) = exp[Raa [Ki—lD (5.8)

aa aa

Torpa uckomoe pelieHue ypaBHeHUs (5.6) sBisieTcs TOUKOM mepeceyeHus: QyHKUUN ¢(x) U
w(x).

PaccmoTpum nosenenue ¢ynkumii (5.8) Ha unTepBane (0, K,./R.). Ha aTom oTpeske ¢(x)

MOHOTOHHO yObIBaeT oT 1 110 0; y (x) MOHOTOHHO Bo3pactaet oT 1/R,, no exp(1-R,,) (pucynok 5.1).

1/Raa

XI1 K.’aa"I Raa Kaa

Pucynok 5.1 I'paduku pynknuit o(x) u y(x) ypaBuenus (4.8) na uarepsaie (0, Ky,).
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Ha neBom xonime paccmarpuaemoro murepBaia (nmpu x = 0) ¢(x) > v (x), Ha TPaBOM KOHIIE
(iput x = Kaa/Rag) @(x) <w(x), crenoBaTenbHoO, CylecTByeT eanHcTBenHas Touka X, €(0,K,, /R ), B

kotopoit o(x,)=w(x,). T.e. x, €(0,K,,/R, ) sBusercs pemennem ypaBHeHUs (5.6). YTBepkaeHHe

ZIOKA3aHO.

AHAJIOTMYHO 171 CUMMETPUYHON MOHOMOP()HO CTallMOHAPHON TOUKU ¢ = 1 IOJIyYuM:

(1 - [lz“ X, jw“ (x,)=1 (5.9)

AA
vy, =1 _I/WAA('XZ)'
Bepno cnenyroiiee yrBepkacHue.

Ymeepowcoenue 5.2:

VYpaBHenue (5.9) uMeeT €IMHCTBEHHOE PEIICHUE; IPUYEM 3TO PELICHHE JIS)KUT BHYTPU MHTEpBajia

(0, K4a/R14).
JI0Ka3aTeNbCTBO AaHAIOTUYHO TIPEIBLIYIIEMY.

Ymeepowcoenue 5.3:

MonomopdHoe paBHOBecue cucTeMbl (5.2) yCTOWYMBO, €Clii B JaHHOM PaBHOBECUHU

MPUCIIOCOOIEHHOCTh COOTBETCTBYIOILIEH TOMO3UTOTHI OOJIBIIIE MPUCTIOCOOIEHHOCTU T€TEPO3UTOTHI.

Jloxazamenbcmso:

Haiinem coO6cTBeHHbIE 3HaueHUs A; MOHOMOp(]HOTO paBHOBecHs {g =0, x = x;}:

(I-w)(w+x;-wy ) =L (I—u)x;-wy

, , =0, rae F=(wy q+w, (l—q))/W.
q-F) F+q-F;—h “

Ucnonssys (5.5): w+x - Wy =1 u g =0, nomyanm:

7\41 =1-u

7\‘2 =Wyq (xl )/Waa (xl)

(I-uw)=% (-u)x;-w,
0 F-A

:0:>((1—u)—k)(F—k):0:>{

T.e. |Ay <1, ecmm wy, (X)) <w,,(x)).

137



AHaJIOrMYHOE BEPHO U JUIsl CAMMETPUYHON MOHOMOP(HOM CTallMOHAPHON TOYKU: paBHOBecue {q = 1,

X = X2} YCTOWYHBO, eCItd W 4,(Xy) < W, 4(X,).
YTBepKICHHUE JOKA3aHO.

e OmnpenenyM yciIoBHs CyLIECTBOBAHUS MOJIUMOP(HHOIO PABHOBECHS.

Ymeepowcoenue 5.4:

[Tonumopduoe paBHOBECHE {3, X3} CYILIECTBYET, €CIIM PECYpPCHBIN IMapamMeTp reTepO3UroThl JHUOO
0oJIbIlIE PECYpCHBIX MapamMeTpoB o0eux roMo3uroT ( Kyu > max{Kus, Ku} ), 1ub0 - MeHblle

(KAa<min {KAA 5 Kaa } ):

Jloxazamenbcmeo. 3anuIIeM CUCTCEMY ypaBHCHI/II\/’I, OMMpCACIIAOIINX HOJ'II/IMOp(bHOG PaBHOBECHE

2

1 1
?_me()%) = ?_WAA(XS) ?_Waa(xfs) *)
Aa Aa Aa . (510)

_ 1/(1_“Aa )_WAa (xs)

Waa (xs )_ Wia (xs )

3

1) TlokaxeMm, dYTO €CIM PECYPCHBIA TAPaMETp TETEPO3UTOTHI 3aHUMAET IMPOMEKYTOYHOE
nosnoxenne (min{Ky4, Ko} <Kys<max{K,4, Kuq}), TO 11000€ 3HAYECHUE UYUCIECHHOCTH X3 IMPHU
MOJICTAHOBKE BO BTOpOE€ ypaBHeHHE cucTeMbl (5.10) mact gs;, He mpUHAAJIEXKAIIEe UHTEPBATY
(0,1); a, cmegoBaTenbHO, TOJIUMOP(HOTO PABHOBECHS HE CYILIECTBYET.

B nmonmumopdHoO# cTanmoHapHO# ToUKe YacToTa auiens 4 onpeaessieTcss u3 2-ro ypaBHEHHS! CUCTEMBbI

(5.10). Yacroty amrens a (1-g) MOKHO OTIPENEIIUTD 10 cieayromiel hopmyre:

Vl-1,) -0, (x)

(-gq,)= 5.11
’ Waa ('x3 )_ Wia ('xS ) ( )
Iycrs B Touke x3 1/(1—u,, ) <w,, (x;) 1 w,,(x)<w,(x),
torma ¢3 > 0, Ho (1 - ¢3) < 0, T.K. TIPH TAKOM DACTIOJOKEHHH DPECYPCHBIX MAPAMETPOB

MIPUCIIOCOOJIEHHOCTh FeTEPO3UTOThI BCEI/1a HAXOAUTCS MEXK/Y MPUCIIOCOOIEHHOCTSIMU TOMO3UTOT U B

pe3yibTaTe 3HaMeHaTelb BbipaxkeHus (5.11) oka3biBaeTcsi OTpULIATENbHBIM.

AHQJIOTMYHO MOXKHO II0Ka3aTh, YTO BCE BO3MOXKHBIE COYETAHUSA 3HAYCHUU (1/(1—u Aa)< wAa(x3) u

WAA (X3) > WAa (X3) ’ 1/(1_uAa)> WAa ('xS) u WAA ('x3)< WAa (X3) ’ 1/(1_uAa)> WAa ('x3) H
W 44 (X3 ) > WAa (X3 )) HC Oar0T KOPPCKTHBIX 3HAa4YCHUH T'€HETHYECKOTO cocrtana, T.K. 100 q3 < 0, 100

(1-4g3)<0.
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2) TlokakeM, 4TO €CIIM PECYPCHBIN MapaMeTp reTePO3UTOThI THMO0 OOJIBIIE PECYPCHBIX TAPAMETPOB
06enx roMo3uroT ( K4,>max{K4, K..} ), 1160 - menbie ( K<min{K44, K;,} ), TO CyliecTByer
Takoe 3HaueHue x3 (He o0s3aTenbHO sBIIsIIONIeecs peuieHueM ypaBHeHus (*) cucremsl (5.10)),
IIPU KOTOPOM ¢3 IpUHAUIexKUT uurepsaiy (0,1).

[lycTh penpolyKTUBHBIE MOTEHIMAJIBI TEHOTUIIOB PACIIOJIOKEHBI CIETYIOINUM 00pazoM: R4 >R 44> Rqq.

Torga BepHO cieayrolee:

W e (X3) > W) (X5) > W, (X5), X5 <x*

) 5.12
W (%) < Wan (%) < Wi (%), X, > x* (5-12)

Ecmn R, >1/(1-u,,), To MOXHO BBIGpAaTh Takyio TOUKY x3 < x*, B KoTopoit W, (x;)>1/(1-u,,).

YuuteiBas (5.12), u3 Broporo ypaBHeHus: cuctemsl (5.10) u u3 ypaBaenus (5.11) cnenyer, uro g3 > 0

u (1-g3) > 0. T.e. g3 npunagexut unrepsaity (0,1).

Ecmt R, <1/(1-u,,), To npn moosix x3: wAa(x3)<1/(1—uAa); B 3TOM CJIydae BO3bMEM X3 > X*.

VYuuteiBas (5.12), u3 Broporo ypaBHeHus: cuctemsl (5.10) u u3 ypaBaenus (5.11) cnenyer, uaro g3 > 0

u (1-g3) > 0. T.e. g3 npunagexxut unrepsaity (0,1).

AHaJOTMYHOE MOKHO TOKa3aTb W IS CUMMETPUYHBIX CiydaeB (R4, <R 4<Rus R4a<Raa<Ru4,
Ru>R4>Rsg).  YuuThiBass  4TO  pacCMOTpPEHHBbIE  BAapUaHThl  B3aUMHOIO  PACIOJIOXKEHHS
PENpOYKTUBHBIX MOTEHUHAIOB T'€HOTUIOB (R;) BO3MOXHBI B TOM U TOJBKO TOM Clly4yae, €CIH
PECYpPCHBIN TapaMeTp TeTepO3UTrOoThl JIMOO OO0JIbIIE PECYpCHBIX IMapaMeTpoB OOEUX TOMO3UTOT

(K4gmmax{K4, Kua}), mub60 - menbiie ( Ky,<min{Ky4, Ksq} ), 2-0¥ IyHKT yTBEPKJIEHUS JOKa3aH.

3) Tlokaxem, 4TO CyIIECTBYET 3HAYCHHE X3, YIOBJIETBOpsiomice ypaBHeHuio (*) cucrems (5.10),
Takoe, 9to ¢, € (0,1).

[lepenuiem ypaBHenue (*) B Buje:
@(x) =y (x)

rac

1 1 1
o) = ——-w, ()] .y @)= ——wu(x) ()
l-u,, l-u,, l-u,,
" 1
O6osHaunM vuepe3 K, Takue B3HAYCHHS X, B KOTOPHIX wij(Kij)zl— . OTH mnapameTpbl
‘ ‘ _uAa

XapaKTEepPU3yIOT EMKOCTb 3KOJOTHYECKOW HUIIM JUIS 1j-0T0 T€HOTHUIIA B IKCIUIyaTUPYEMOM HOIYJISALUN;
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OHM SIBJIIIOTCSI AHAJIOTaMU PECYpPCHBIX MapaMeTpOB TIE€HOTUIIOB B CBOOOJHOW OT MpOMBICIA

nomnyssiud. Boobue roopst, K;j MOXET ObITh OTPHIATEIBHBIM.

K, >max{K,, K } K >max{K', 6 K"
OueBuaHO, 4To M3 | C oA e nenyer e . f - Z"}.
K, <min{K,, K, )} K, <min{K, K }

a) PaccMmoTrpum cutyanmro, Kormaa

1 1 1
WAa(O):RAa>? " ?—R — =R, |>0 . B oarom cmysae Bce K
Aa Aa

MOJIOXKUTEBHBIC. JTa CUTYyallUsl CXeMAaTHYHO MPECTaBIeHa Ha pucyHKe 5.2a. Kpome oTMedeHHOM

Ha PUCYHKE TOYKHM mepecedeHus rpadukoB (yHKIUH @(x) U y(x) — X3, CYIIECTBYET €lle HX

u

i ,+0) .

nepeceyenue — x*: x* € (0,min K;;) nmubo x* € (max K

Herpynao mokasate, uto X, € (K, ,min(K',,K; )) mabo x, € (max(K',,K, ),K', ) ; npuiem

ATOMY PEIICHHUIO ypaBHEHHs (*) COOTBETCTBYET KOppeKkTHOe 3HaueHue ¢, € (0,1).

b) Ilpu nocraTtouyHO OONBIIONW J0JI€ HU3BATHS BO3MOXKHBI CHUTyallMd, KOT/Ja HE BCE Kl.;’
MOJIOKUTENbHBIE (pUCYHKH 5.20, 5.2B). M B 3THX ciaydasX MOKHO IOKa3aTh, YTO CYIIECTBYET
3HAYCHHE X3, ABJISIONIEECS TepeceueHrneM rpadukoB QyHKui O(x) u y(x) (oTmuHOE OT X*);
npuueM x3>0 u g, €(0,1).

¢) Curyauus, korna Bce K; oTpuuarenbHbl (puc. 5.2r), HE BO3MOXHA, T.K. B IOJMMOP(HHOM

PaBHOBCCHHU BBITIOJIHATOTCS YCIIOBHA:

wgtw,,(I-q¢)=1/(1-u,)

WAa‘]"'Waa(l—(]):l/(l—uAa)' (5.13)

U3 (5.13) BugHoO, uro ecm Ky, > 0, To nomyctumo: Ky, <0 u K <0.

Ecmm K, <0, 10 HeoOxomumo: K, >0 nu K > 0. T.e. Bce BO3MOXHBIE CHTyallH¥l CBOIATCS K
PAacCMOTPEHHBIM B ITPEABIIYIINX JBYX ITYHKTaX.

YTBepxkIeHUE NOKA3aHO.

Jlanee uccienyeM Ha yCTOMYHUBOCTH NOJUMOpP(HOE paBHOBECHE {g3, X3}; HallJleM COOCTBEHHbIE

3HAYECHUA A\
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(I-w)(w+x3-w)—A  (I-u)x - w,

, , :0, rac F:(WAAq3+WA (I—Q3))/W
qz - F F+q3-Fq—k a

Ucnonssys (5.5): W+ x3-w, =1 u F =1, nonyuum:

(I-uw)-r (A-u)x -w, 0
q3-Fy  1+g3-Fj—h
1/(1-Una) | a

T(1-Una) -

Pucynok 5.2 CxemaruuyHoe uzoOpaxeHue rpadpukoB QyHKUUA @(x) U Y(x), CTOSIIUX B JIEBOH U
npaBoii yactu ypaBHeHus (*) cuctemsl (5.10), COOTBETCTBEHHO.

9 Lo = 2@was + (1= W)~ (1= Wy + qw40)) = 2041 =) = 1/(1 1)) = 0

, (wyy—w
Fq:(AAWAa):(l—“)(WAA—WAa)a
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)l/(l_u)_WAa =1
Waq4 = Waq

a3 - Fy =1 —u)(wy —wy, — Wy (l-u)
(I—u)—2x 0 0o

a3 F 2-wy(I-u) =2
}\41 =1-u

T.e. Ay <1, ecim
Ay =2-wy,(x3)(1—uy,)

=((1-u)-1)2-wy,(1-u)-1)=0=

L<wy (x3)(—1y,) <3.

5.1.3 OcHosnvle pe3yromamol GAHATUMUYECKO20 UCCAEO08AHUA MOOEIU IKCHIYAMUPYEMOTL

nonyiaauuu

HpOBCHCHHOC B IpCAbIAYIHIEM IIYHKTC HCCICAOBAHHUEC MOACIN 3KcnnyaTpreM01‘/'I Moy

(5.3) mo3BoJISIET 3aKITIOYHUTb.

Mogens (5.3) umeer

JIBa MoHoMop(dHBIX paBHOBecus: {¢ =0, x=x1} u {g=1,x=x}.

o CTallMOHAPHBIE 3HAYEHMS X| M X ONPENEINAITCA M3 ypaBHeHHWH | 1 ——x, (w,, (x]):l u
aa
R,, .
1- X, w, A(xz):l - cooTBeTcTBeHHO. Kaxaoe u3 ypaBHEHUH, HUMEET €IUHCTBEHHOE
AA
pemenue, nexamee BHyTpu wuHTepBana (0, K,./R.,) wu (0, K44/R44) — COOTBETCTBEHHO.

OnTuManbHbIe JOJIM U3BATUA I ITHUX paBHOBCCI/II\/’I COCTaBJIIIOT: U, :l—l/Waa(Xl) n

u,, =1-1/w,,(x,) - cootBercTBenHo.
° MOHOMOp(HAs CTal[MOHApHas TOYKAa OKAa3bIBACTCA YCTOMYMBOM, €CIM B JIaHHOM
PaBHOBECUM MPHUCIOCOOIIEHHOCTh COOTBETCTBYIOIIEH TOMO3UIOTHI OOJIbIIE MPUCIOCOOIEHHOCTH
TeTePO3UTOTHI.
2. Tlomumopduoe paBHOBecue {g3, X3} CYIIECTBYET, €CIIM PECYPCHBIN MapaMeTp reTepo3uroThl MO0
OoJipIlle pecypcHbIX mapameTpoB obeux romo3urotr (Ky,>max{K 4, K,.}), mmb0 - MeHblIe
(KAa<min{KAA, Kaa})I

. PaBHOBECHBIE 3HAUEHUS X3 U ¢3 YIOBIIETBOPSIOT CIEIYIOLIEH CUCTEME YPaBHEHUMN:
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2

1 1 1
li_WAa()%) = 7_WAA(X3) P aa(x3) (*)
—Uyq 1- Uga 1- Ugq
:l/(l_uAa)_WAa(x3)

W4 (x3 ) ~Wia (x3)

q3

2
w, ()W, () —w’, (x
U3 ypaBHeHHs (*) BHIpaKaeTcs AONS H3BATHA U, = 14 06 ) Wa (33) W, (33) , nanee,

W, (6)+w,, (%) =2w,,(x;)

MOJCTaBIsAsA (3 B BbIpakeHUE M w U AuddepeHuupys Mo x, ONpeAessieM CTalloHapHOe
o ( —

3HAYEHUE YUCICHHOCTU U3 YCIOBUS > xwu|=0, omnpenesnsiomIero MakCUMyM PaBHOBECHOTO
X

ypoKasi.

o MOJIMMOP(HOE pPaBHOBECUE OKAa3bIBAECTCS YCTOWYUBBHIM, €CIM B HEM BBIIOJHEHO YCIOBHUE

I<wy () (1-uy,) <3.

Pe3ynbTaTthl aHATMTUYECKOTO HCCIENOBAaHUS MOJENU JKCIUTyaTupyemMoil mnomynsuuu (5.2)
MO3BOJISIFOT TPEIIOJIO0KUTh, YTO MPOMBICET C ONTHUMAJIBHOM N0JeH H3bITHSA CIIOCOOEH H3MEHUTH
XapakTep YCTOMYMBOCTH PABHOBECHBIX COCTOSIHUM, 110 CPABHEHHUIO C YCTOMYMBOCTBIO aHAJIOTUYHBIX
pPaBHOBECHI CBOOOTHOM (HEIKCIUTyaTUPYEMOM) MOMYJISIINH, T.€. MOXKET MPUBECTH HE TOJIHKO K CMCHE
XapakTepa IMHAMHYECKOTO PEXMMA CHCTEMBI, HO U K CYIIECTBEHHOMY HM3MEHEHHIO I'€HETUYECKOIO
cocraBa mnomyiasuuu. IlpuueMm, eciu B oJHUX ciay4dasx (OpU HEOOJBIIMX PEHPOAYKTUBHBIX
MOTEHIIMANaX) ONTUMAJIbHBIN MPOMBICEN JIMIIb HECKOJbKO YMEHBIIAeT pa3Mep NOMyJALUU, HE
U3MEHSISI €€ IMHAMUYECKOro peXuMa M IeéHEeTHYECKOro COCTaBa; TO B JIPYruX (Korjaa MpUCYTCTBYIOT
TEHOTUIIBI C OOJIBIIMM PENPOAYKTUBHBIM MMOTEHIIMAIOM) MOCIEICTBUS POMBICIIA MOT'YT OBITH BEChbMa
HEOKUJAHHBI, U PELIAIOIINM MOXET OKa3aThCsl HE TOJIBKO BBIOOP JIOJIM U3BATHSA, HO U HayaJIbHOE
COCTOSIHME NOoMmyisinuu. [IpomiutrocTpupyeM BBIIECKa3aHHOE HECKOJIBKMMHU IPUMEPAMH YHCIEHHOTO

MOJIETUPOBAHUSL.

5.1.4 Pe3ynomamul uucieHHO20 IKCnepUMEHmMa

B pesynbrare ONTUMAJIBHOTO TPOMBICIA MOJUMOP(HAS MOMYISIIUS MOXET IOJHOCTHIO
YTPaTUTh TEHETUYECKOE pPa3HOOOpasWe; NpH OSTOM €€ YHUCICHHOCTh M TEHETHYSCKUH COCTaB
cTabmmsupyrorcst (pucyHok 5.3). B atom mpumepe, npu BeIOOpE MaKCUMAaJIbHOUM JTOM U3BITHS W3
TpeX BO3MOXHBIX (144=0.863, 1,4,=0.862, 1u,,~0.900), mporcxoauT BEITECHEHUE aJUIesa 4 MPUMEPHO K

210-my mokoJeHuto, Aocturaercs MoHoMmopdHoe paBHoBecue g=0, x=0.84 co cTaOMIBHBIM YIOBOM
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R=7.61. DOkchnyatanusi HOMYJIALMU C MEHbUIEH HMHTEHCUBHOCTBIO (u44=0.863 wmnu u4,=0.862)

MIO3BOJISIET COXPAHUTh T€HETUYECKOE pa3HOOOpa3ue U J1aKe€ HEMHOTO YBEIMYUTH YJI0B R=7.63; B 3TOM

ciydae JOCTUTAeTCsl ycTonunBoe nmosmmopdHoe paBHoBecue ¢g=0.896, x=1.22.

X . " —e—u,,=0,863
1 g™/ m = —xu,_=0,862
] —»—u_=0,900
4 / ..'.\/ Uas
1w / [ | —ml— 6e3 npombicna
ol mmmg ™y O P S P RO PP R RPRRP PR
— 1 - 1 T T I T T T T T T T T T T 1
4 9 14 19 24 29 34 39 44 49 N
q
0,75 Wﬁﬁ?@iﬁ?ﬁ?ﬁ?ﬁﬁyiim
0,50 .
025 M
0,c0 -_ T T T * T T "~ T * T "~ T * T " 1
4 9 14 19 24 20 34 30 44 49 N
R PEROIA000000000000000000000t
6
3
O e — T T T T T T 1
4 9 14 19 24 20 34 39 44 49 D

Pucynok 5.3 Jlunamuka uyuciaeHHOCTH (X), yacToThl amwienss A (q) u ypoBHS u3bAtus (R) mpu
MIOCTOSIHHOM JI0JIIX, COOTBETCTBYIOIIMX MOJHUMOP(YHOMY U JBYM MOHOMOP(HBIM CTallMOHAPHBIM
COCTOSIHUSIM. OKCIUTyaTalusi HadyuHaeTcs mnocie 19-tu mokosieHud cBoOoAHOrO pa3sutusi. B

OTCYTCTBHC IIPOMBICIIA XaoTU4YeCKasA JHHaMHWKa 4YHUCJICHHOCTH MW TCHECTHYCCKOI'O COCTaBa.

[Monmynsaumnonnsie napametpsl: Ky~4, K4=4.2, K,=3, R44=2.85, R4,=2.81, R,i= 3.21.

Ha pucynke 5.4 mpumep TWHaMUKH TOMYJSIITAU, KOTOpask TEPSIET TEHETHUECKOE Pa3HOOOpa3ue, ecim
€€ He IKCIUTYyaTUPOBATh, B 3aBUCUMOCTH OT HaYaJIbHBIX YCIIOBUM JOCTUTACTCS OJTHO U3 MOHOMOP(HBIX
paBHOBecwil: g=1 (pucyHox 5.4a) unu g=0 (pucynokx 5.40). B ciydae skcrmyaramuu 3TOW MOMYSIIANA
C HauOOJIBIICH «ONTHUMAJBHOW» HWHTECHCUBHOCTBIO 14,~0.991 reHeTmueckoe pa3zHOOOpa3ue
COXPAHUTCS: TOCTUTAETCS ycToi4unBoe noauMmopduoe paBHoBecue ¢g=0.498, x=0.31; n MakcCUMaJbHBIN
paBHOBecHbI ynoB R=34.81. BpiOOp MHUHUMAaJIbHONW «ONTUMAJIBHOW» HOMM MU3BATUSA Uy4=0.433
MPUBOJUT K BBITECHEHUIO OJHOTO W3 ajUieledl W cTaOuiu3anuu U3bsATHS Ha ypoBHe R=1.48 (mpu
MoHOMOpdu3Me aa) wm R=1.65 (npu MoHOMOpdu3Me AA). DKCIUTyaTanus TMOMYJISIUA C

WHTEHCUBHOCTBIO U,,~0.623 mpUBOAUT K AECTOMIM3ANMHN TUHAMUKH YUCICHHOCTH, T€HETUYECKOTO
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CoCTaBa MU, KaK CICACTBUC, BCIWYHUHBI U3BATUA; IIPU 3TOM HOJ'II/IMOp(bI/ISM COXpaHACTCA,

YJIOB IOCTUTaeT ypoBHA R=5.29.

a cpegHui

—®— besnpombicna —»—u _=0623 x =3

X —e—u, =0433 —#*—u, =099 —04
6 -
2 ®0000ccondenenenesenel
0 .\’\'\"“’_ /\ Eodindy
T ' T T T
4 9 14
q

- m\ AN

T T T T T T T T T T T T T T T
4 9 14 19 24 29 34

4 9 14 19 24 29 34

n

—®— besnpomeicna —»>—u,_=0623 x =3

e L < S S St S

X _e— u,, = 0,433 —#—u,_=0,991 g =03
4
el AN
A
q
1,04
. IUUIAVAVAVAVAVAVAVA
-ng ./"’
0,0 —e-ace e
4 9 14 19 24
R.

Pucynoxk 5.4 Ilomynsuus, mocturaromias MOHOMOPGHBIE PABHOBECHS B OTCYTCTBHE IPOMBICIA.
[onmynsaunonnsie nmapamerpsl: Ky 4=5, K4=2, Kii=3, R4s=1, R4s=6.4, R;;=1.6. (a) u (6) oTnm4aroTCst
TOJIBKO BEJIMYHOU (qo): a) npu ¢o=0.4 HesKcIuryaTUpyemasl HNOMYJSILHs JOCTUraeT MOHOMOP(HOTO
paBHOBecus {g=1, x=5}; 3/1ech dKcIUTyaTanus Hayanach nocjue 13 nokoJyieHus, Korjaa nonyisiiuOHHbIE
MOKa3aTeNM Y)K€ MOYTH JAOCTUIIIM CTallMOHApHOTO YpoBHS: ¢13=0.99999, x,3=4.85; 0) npu ¢o=0.3 B
OTCYTCTBHE MPOMBICIIA JIOCTUTAETCs Ipyroe MoHoMop(dHOe paBHOBecue {g=0, x=3}; B 3TOM ciry4yae
AKCIUTyaTalys Hayallach yxke nocie 3-ro nokoseHus: ¢z=0.088, x3=2.11.
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3aknrouenue

[IpoBeneHHOE MCCIIEOBAaHNE TTOKAa3bIBAET, YTO B CBOOOJHOM OT JKCIUTYaTallMy TOMYISIAN 32
CUET OTPAaHWYCHHOCTH JKU3HEHHBIX PECYPCOB MPOUCXOIUT ONTUMH3AIMS €€ TEeHETHYECKOTO COCTaBa
[0 PECYpCHOMY IapameTpy, T.€. BbDKMUBAIOT I€HOTHUIIbI, HauboJiee MPUCIOCOOICHHbIE K YCIOBHIM
OTPAaHMYEHHOCTH KU3HEHHBIX PECYPCOB. B skcIuryatnpyeMoi NOnmyassiiud ONTUMUZHPYETCSI CKOPOCTh
ee MPpUpPOCTa, U YK€ B ITUX YCIOBUSIX (PaKTOP OrPaHUUYEHHOCTU KU3HEHHBIX PECYpPCOB OTCTYIAET Ha
BTOpOM IUIaH, a HauOoJiee NPUCIIOCOONEHHBIMH OKa3bIBAIOTCSI TEHOTHUIIBI, Jaroliue OoJibliee
MMOTOMCTBO, T.€. oOOnagaroniue OOJBIIUM PENPOAYKTUBHBIM MOTeHIMaaoM. CregoBaTenbHO,
ONITUMAITBHBINA TIPOMBICEIT CIOCOOEH M3MEHUTH YCIIOBHUS €CTECTBEHHOTO O0TOOpA M IIPUBECTH HE TOJIHKO
K UBMCHCHUIO JUHAMHWKHU YHCIICHHOCTHU 3KcnnyaTpreM01‘/'I MOomyJIAou, HO U IIOMCHATH HAIlpaBJICHUC

T€HETUYECKOM DBOJIFOLIUH.
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I'maBa 6. BiusiHue aHTPONOT€HHOT'0 BO3/1eliCTBHS HA €CTECTBEHHYIO 3BOJTIOLHIO
CTPYKTYPHUPOBAHHOM NMONMYJISALMH: ONTUMAJIBHBIA CTALIMOHAPHBIN NPOMBbICEJ €
NOCTOSAHHOM 10J1ell U3bATUSA

Ecnu npooimKUTENbHOCTh JKU3HM KaKIOTO IOKOJIEHUS OKa3bIBAeTCsl CYIIECTBEHHO OOJbIle
BpEMEHH, MPOTEKAIOLIEr0 MEXY Ce30HaMU Pa3MHOXKEHHUs, TOTJla KakJas JIOKaJIbHas MOIMYJSIUsS BO
BpeMsl Pa3MHOXKEHHUSI COCTOUT M3 0CO0ei, MpHUHAIJIeKAIIUX K Pa3HbIM BO3PACTHBIM IpyMIaM H
omnHcaTh MX JIUHAMUKY YK€ HENb3sl MOJENsAMHU, pa3pabOoTaHHBIMU JJs OJAHOPOIHBIX MOITYJISLIUM.
Hanuuue cnoxHON BO3pacTHOM CTPYKTYpbl XapaKTepHO JUIsl OOJIBIIMHCTBA MPOMBICIOBBIX BHJIOB,
[I03TOMY 3a/1aya MCCIIEJJIOBAHMS HKOJIOTO-T€HETUUECKUX IOCIEACTBUIl ONTUMAIBHOIO IMPOMBICIIA B
CTPYKTYPUPOBAHHBIX MOMYJISILIUAX OCTAETCS aKTyaJIbHOM.

Jannass pabota mpomoipkaer ceputo ucciaepaoBanmit (Ckanernkas u np., 1979; dpucman,
Ckanenkas, 1994; Xnanosa, ®pucman, 2005; ®pucman, Knanosa, 2009; Opucman u mp., 2010a,
20106), NOCBSIIEHHBIX U3YyYEHUIO €CTECTBEHHOU ABOJIIOLMM MPUPOJIHON MOMYJNSALUU C BBIPAKEHHOU

CE30HHOCTBIO ) KU3HCHHOI'O ITUKJIA.

PaccMoTpuM 0CTaTOYHO MPOCTYIO MOJCIBHYIO CHTYAILMIO, KOTJA MOIYJISIHS COCTOUT U3 JBYX
BO3PACTHBIX KJIACCOB: MJIAJIIETO, BKIKOYAIOIIEr0 HEMOJOBO3PENbIX 0CO0EH, U CTapIlIero, COCTOSIIEr0
3 0co0Oei, YJacTBYIOIIMX B pPa3MHOKECHHH, TPUYEM 3a BpeMs, INPOTEKAIoNIee MEXIy ABYMS
MOCIIEIOBATEIHHBIMI TIEPUOJIAMH PA3MHOKEHUS, BBDKUBIINE OCOOM MIIAJIIET0 BO3pacTa JOCTUTAIOT
MIOJIOBO3PENIOTO COCTOSIHUS U IEPEXOIAT B CTapIIMiA BO3PACTHOM KJjlacc.

[Ipenmonaraercs, 4T0 MPOMBICIY MOKET OBITh MOJBEP)KEH OO0 MIIAAIINK, JHOO CTapIIvii
BO3pAcTHOM Kiiacc, 1100 o0a Ki1acca 0JHOBPEMEHHO.

Takoif croco0 mpombicia, KOTAa MPOU3BOJAMUTCA HM3BATHE OCOOCH OTAENBHBIX BO3PACTHBIX
KaTeropui, 4acTo MPUMEHSETCS Ha MPaKTUKE. 37eCh MOKHO OTMETHTH HPOMBICET MPOXOTHBIX PHIO,
KOI/Ia U3bATUE U3 OINPEIENIEHHOW BO3PAaCTHOW TPYIIIbI ONpEAEseTcsl MECTOM JIOBa; KPOME TOro,
pasMep SYCHKU CETH CHOCOOEH peryinpoBaTh T€OMETPUUYECKUE Pa3MEPhl BBUIABIMBAEMBIX OCOOEH,
9TO, KaK MPABHJIO, ONIPENENSIET U UX MPUHAICKHOCTh K HEKOTOPOM BO3pacTHOU Kareropuu. OqHAKO
HanboJiee SPKUM TMPHUMEPOM IPOMBICTA U3 Pa3HBIX BO3PACTHBIX KIIACCOB SIBISIETCS KOMMeEpUYECKast
no0bIYa MOpCKOTO 3Beps. Hapsioy ¢ JIeTHUM INPOMBICIOM «XOJIOCTSIKOB», TPEX-YEThIpEX JIETHUX
camIioB ceBepHoro mopckoro kotuka (Callorhinus ursinus L., 1758), 3aHUMaromux OTAEIbHBIC
M30JIMPOBAaHHBIE MECTa Ha JIOKOHWINAX, MIET KOMMEPUYECKHH MPOMBICEN «CepeOpPHCTHIX» KOTHUKOB
(TIepenMHABIINX K OCEHU IIEHKOB JICTHETO TOMETa), HAaXOJAIIUXCS Ha JPYrUX ydacTKax JIeKOHIIa.
Crout ynoMsiHyTh H TNE€UYaIbHO W3BECTHBIN MPOMBICET JIETEHBIIICH (0eThKOB U CEPOK) TPEHIIAHICKOTO

Trosienst (Pagophilus groenlandicus Erxleben, 1777).
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MHorue npoMBICIOBBIE BUABI MMEIOT CJIOKHYKO BO3PACTHYIO CTPYKTYPY, XapaKTEpHU3YIOTCS
JOJITHM TIEPUOJIOM CO3peBaHus. PaccmaTtpuBaemas 37€Ch MOJCIIb HE MOYKET B YMCTOM BHJIC OTHCATh
AVHAMHKY TaKUX OHMOJIOTHYECKUX BHUOB, HCO6XOHI/IMO BBOJUTH 3aria3aAbIBaHUEC WX OOIIOJIHUTCIIBHBIC
YpaBHCHUA B IIPCIOKCHHYIO MOJICIIb U UCCIICA0OBATh BOSHHUKAIOIIUE B CBA3U C OTHUM JOIOJIHUTCIIBHBIC
abdextrr (Hastings, 1992; Lebreton, 1996; Kooi and Kooijman, 1999). Hactosimee uccinenoBanue
SABJISICTCA JIMIIb IMEPBBIM IIAaroM Ha IMyTU U3YYCHHUA BJIMAHUA OITHMAJIBHOTO ITPOMBICIA W PA3JIMYHBIX

CTPATETUi IKCILTyaTal[uy CIOKHO-CTPYKTYPUPOBAHBIX MOITYJISALMI HA UX SBOJIIOLMIO.

§ 6.1 OnTumMH3anKs MPOMBICJIA B MOMYJISILUH, COCTOALEH U3 ABYX BO3PACTHBIX KJIACCOB
PaccMorpuM Hambosiee MPOCTYI0 MOJCIBHYIO CHTYallMIO: IOMYISNUIO C BO3PAaCTHOM

CTPYKTYpO#, KOTOpas MOET OBITh IpEICTaBlIeHA COBOKYITHOCTBHIO IBYX BO3PACTHBIX KJIACCOB:
MJIQJIIIEr0, BKJIIOYAIOIIETO HEMOJOBO3pENbIX 0CO0€il, W CcTapliero, COCTOSIIEro U3 0co0eil,
YYACTBYIOIIMX B PA3MHOKCHUH.

O003HaYNM X, - YUCIEHHOCTh MJIQ/IIIETO BO3PACTHOTO Kilacca B /-bIi CE30H Pa3MHOKEHUS, a Yy -
YHCIICHHOCTh PETPOYKTUBHOM YacTH MOMyIsiuu. [lepruo pa3sMHOKEHUS 3aKaHIUBACTCS MOSIBIICHHEM
HOBOPOXKJIEHHBIX 0COOEW  Cleayroliero ToKoJieHwWs. byxem mpendmonaraTb, 4YTO BPEMEHH,
MPOTEKAIOIIETO MEXKIY JABYMS TIOCIEIOBATEIBHBIMA TEPUOJAMH Pa3MHOXKEHHS, IOCTATOYHO JUIS
pa3BuUTHS OcoOeil MIIaAmIero Bo3pacTa J0 TOJOBO3PEIOr0 COCTOSIHUS, a HOBOPOXKACHHBIX (WK
JUYMHOK) /IO  COCTOSIHMS ~ MJIQAmiero  Bo3pacTta.  JlomycTuM, 49TO  BBDKMBAEMOCTh H
BOCIIPOM3BOJIUTEIbHASL CIIOCOOHOCTH TIOJIOBO3PENIBIX OCOOEH HE 3aBHCHUT OT BO3pacTa. ITO
MIPaBOMEPHO JUISI OPraHU3MOB C HEOOJBIIMM BpPEMEHEM JKU3HH, BKIIOUYAIOIIMM JBa-TPH IEPHOA
Pa3sMHOXEHHsI, KaK y MHOTHX HACEKOMBIX, pPbIO, MEJIKHX MJICKOMUTAIOIINX, IBYX-TPEX JETHUX
pacTeHui u ap.

O6o3nauuMm dyepe3 a(y) — mpousBeneHHE KOADOUIIMEHTOB pPOXKIAEMOCTH U BBIKHBAEMOCTH
MPUIIOIa HA TIEPBOM TOJy KU3HU (penpodykmuenviii nomenyuan), a depe3 fix) m g(y) —
BBEDKHBAaEMOCTH HEMOJIOBO3PEIBIX U MOJIOBO3PENBIX 0CO0CH COOTBETCTBEHHO. 3/1€Ch MBI OTPAHUIUMCS
paccMOTpEeHHEM CHTYallid, KOT/ia JCHCTBHE JHMUTHPYIOIIUX (AKTOPOB COCPEIOTOYECHO TOJBKO B
JO’KMBAaHUW MJIAJIIIIETO BO3PACTHOTO KJlacca JI0 CIEAYIONMIEro OMOJIOTHYECKOTO BO3pacTa, T.€. a(y) = a,
g(y) = c. KoHCTaHThI @ ¥ ¢ 0JI0KUTEIbHBL, IpUyeM ¢ < 1.

[ToCKONBKY TUIOTHOCTHO-3aBHCHUMBIC (DAaKTOPHI OOBIYHO JHUMHUTHUPYIOT Pa3BUTHE MOIYJISIHH,
OyzZeM cuuTaTh BBKMBAEMOCTh MJIAJIIeN BO3pacTHOM rpynisl f{x) yosiBaromen Gpynkuuei (1.e. f'(x) <
0), crpemsuieiics K HyIO I@pd OECKOHEYHOM BO3pacTaHuu aprymenrta. Curyanus, Kornaa
BBDKMBAaEMOCTh TPUILIO/A B OOJBIIEH CTENEHH 3aBUCHT OT €ro COOCTBEHHOH YWCIEHHOCTH, W
[paKTU4eCKu (JINOO COBCEM) HE 3aBUCUT OT BEJIUMYMHBI I[IOJIOBO3PEJOW TPYIIbL, IIMPOKO
pacrpocTpaHeHa B npupojie. Tak, y BUJIOB C BBIPAKEHHOW CTaAMHHOCTBIO BO3PACTHBIEC TPYIITBI MOTYT

OBITh pasaciICHbI reorpa(bnqecml M Pa3sBUBATLCA B pa3HbIX YCJIOBHUAX, HC BCTYIIAA B KOHKYPCHTHBLIC
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OTHOIIIEHUS MEXIy co00il. [IpuMepomM MOTYT CITy)KUTh MHOTHE BHJBI PBIO, KOTOPBIC, OTIOXKHUB HUKDY,
MUTPHUPYIOT B JPYTU€ MECTa, MAIBKH K€ Pa3BUBAIOTCS OTACIHHO M MPHCOCAUHSIIOTCS K OCHOBHOMY
CTajy, JIUIIb JOCTUTHYB OMPEIAEICHHON CTaJANM 3pesIoCTH. BMecTe ¢ TeM, CpaBHUTEIIbHBIN MOJIEIbHBIN
ananu3 (Opucman u np., 2010b) mokazan, 4yTo majieHne BEDKMBAEMOCTH MPHUILIOAA C YBEIIMUEHUEM €T0
YUCJICHHOCTH SIBJISIETCSI OJTHUM U3 CaMbIX A(()EKTUBHBIX MEXaHU3MOB PETYIISIIMN pa3Mepa MOMYIISIUH.

[Ipu cnemaHHBIX JOMYIICHUSAX YPABHEHUS TUHAMUKH, CBSI3bIBAIOIINE YMCICHHOCTH BBIACICHHBIX
BO3PACTHBIX KJIACCOB B CMEXHBIX MTOKOJICHHSIX, TPUHUMAIOT BUI;

X ntl ay n?

6.1
Yt :xnf(xn)+cyn. (6.1)

HpeHHOJ'IO)KI/IM, 4YTO JMMHUTHPOBAHUC pPOCTAa HYHUCICHHOCTH MJIAJIICTO BO3PaCTHOTO Kiiacca

OCYILECTBIISIETCS 110 JIMHCHHOMY 3akoHY f(x)=1-x, Torma cucrema (6.1) nmpuHUMAET BHI:

xn+l = ayn’

6.2
Vou =X, (1=x,)+cp,. (6.2)

B pabore (®dpucman, Ckanenkas, 1994) mpoBeaeHO IeTaIBHOE HCCIIEIOBAHUE IUHAMUKH
YUCJIICHHOCTH JIByXBo3pacTHoW momymsiuuu  (6.1). IlokasaHo, KkKak ¢ pOCTOM TapaMeTpoB
PEIPOAYKTHUBHOI'O IMOTCHIOHATIA a W BBbBDKHBACMOCTH C MPOUCXOJUT YCIOXKHCHUC AOWHAMHKHU
YHUCIIEHHOCTEH BO3pAaCTHBIX TPYHIL: IIPHU HEOOJIBIIUX 3HAYEHUSIX DTHUX nmapaMEeTpoB YHUCICHHOCTH
BO3PACTHBIX IPYII MOCTOSHHBL; Jajiee HETPUBUAIbHOE PaBHOBECHE TEPSIET YCTOMYUBOCTh U B (ha30BOM
MPOCTPAHCTBE (X, V) TOSBISIOTCS TpEeiIbHbIC HWHBApHAHTHBIC KpPUBBIC, a Jajee M CTPaHHBIC
aTTPaKTOPbI (PUCYHOK 6.1).

PaccmotprM BiMsIHME ONTUMAIBHOTO CTAMOHAPHOIO IPOMBICIIA HA IMHAMUKY JIBYXBO3PACTHOU
nonysiuu. [lycTh M3 KakI0#l BO3pacTHOM TPYIIbI M3bIMAETCS HEKOTOpas (PUKCUpOBaHHAs J10Js
oco0elt 10 meprosia pa3MHOKeHUs. M3 Miaaieit Bo3pacTHOM TpymIbl T0Js BBUIOBA COCTABUT U, U3
crapuiei — u,. Torga, Kk ouepelHOMY CE30HY Pa3MHOKEHHUS YMCIEHHOCTH BO3PACTHBIX TPy OyAyT
CIIETYIOIIUMU:

X, =ay,(1-u,),

Y :x”(l_u')(l_xn(l_ul))"'cyn(l_”z)-. (6.3)

[Tpy >TOM 1OXOX OT M3BATHS COCTABHUT: R(u,,u,)=yu,x,+y,u,y,, TAe Yi U Y2 — CTOUMOCTH

YCIIOBHOM €IMHUIBI 0COOEH TOPEnpoyKTUBHOTO U PEMPOTYKTUBHOTO BO3PACTa, COOTBETCTBEHHO.
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Pucynok 6.1 /I[nHamuka HEIKCIUTyaTUPYEMOW JABYXBO3pacTHOM momyssinuu (6.2). Ha pucyHnkax cieBa
aTTPakTOpsl B (a30BOM MPOCTPAHCTBE IMEPEMEHHBIX {X, y}, CIOpaBa — JIMHAMHKA YHUCICHHOCTH
crapmiei (y) 1 muaamei (x) BO3pacTHBIX TPYIII B Yepesie MOoKoJeHui (7). OUKCUPOBAHBI CIIETYIOIINE
3HAYCHUS BHYTPUIIOMYJIIIIHOHHBIX MTapaMeTpoB: a - a = 2.794, ¢ = 0.276; 6 - a = 2.765, ¢ = 0.296; B - a

=2.769, c = 0.326.
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HeobOxomumo onpenenuTs Takol ypOBEHb W3BSTHUS U3 NOIMYJSALUU, NPU KOTOPOM PEXUM €€
JKCILTyaTalluy OKa)EeTCs ONTUMAIBHBIM. K HacTOsAIEMY BpEMEHM CIIOKWIACH KOHIIEMIMS, B KOTOPOU
0] ONTUMAIBHBIM TpoMbIciioM (Ckanerkas u ap., 1979; Abakymos, 1993; Srinivasu, Ismail, 2001;
Braumann, 2002 u ap.) noHMMaeTcss Takas JOJSl U3BSATUS U3 TOMYJSALUHU, KOTOpas oOecredynBaer
CTaOWJIbHBIA MaKCUMAaJIbHBIM pAaBHOBECHBIH YpPOBEHb IIPOMBICIOBOIO «ypoOKas» IpU YCIOBUU
HEBBIPOXKACHUS MONYISAUKU. [l MOmyJsuu € BO3PACTHOM CTPYKTYpPOW HEOOXOAMMO ONpPENEIUTH
HabOp 3HA4YeHWH u;, COOTBETCBYIOILIMX JOJSAM H3bATUSA U3 - Bo3pacTHOM rpynmel. PaccmoTpum
BJIMSIHUE ONTUMAJIBHOTO IPOMBICIIA HA IWHAMMUKY YMCIEHHOCTEN BO3PACTHBIX I'PYIII ABYXBO3PACTHON
MTOITYJISILIAH.

bynem paccmarpuBarh CTallMOHAPHBIA IPOMBICEN, TOT/AA BEIMYHMHY J0XOJa OT IIPOMBICIA

MnepenrmemM B BUIC:

R(uy,uy) = y,u,X + y,u,y. (6.4)

CranmoHapHbIC YHUCIICHHOCTH B 3KCIUTyaTHPYEeMOW OIS ONPEICIISIOTCS CISAYIONUM
obpazom:
y=x/(a(l-u,)),
Ca(l—u)(—uy)+c(l-u,)-1 (6.5)
a(l—u)* (1-u,) '

=I

bynem paccmaTpuBaTh TOJNBKO TaKM€ 3HAUEHUS MApaMeTpoB, NPU KOTOPBIX paBHOBecue (6.5)
cymectByeT, T.e. {X >0,y >0}:a+c>1.

Jlanee HEOOXOIMMO OTPENENIUTh ONITUMANIBHBIC JIOJIA U3BATHS U3 BO3PACTHBIX KJIACCOB {uj, Uz},
B KOTOPBIX (DYHKIHUS JOX0Aa R TOCTUTAET CBOETO JIOKAIbHOTO MAaKCUMYyMa.

HecnoxxHo mokasaTs, uTo Makcumym gyukyuu ooxooa R ne oocmuzaemcs enympu oonacmu
{u, €(0,1),u, €(0,1)} . CnemoBaTenpHO, CTpaTerusi MPOMBICTA, TPH KOTOPOH W3 TIOMYISINAN
M3BIMAIOTCSI 0COOM 000MX BO3PACTOB Cpaszy (PENpPOIYKTUBHOTO M JAOPEHPOTYKTUBHOTO), HE SIBISETCS
ONTUMAJIBHOM.

Haiinem kputHueckwe TOYKH (QYHKIMH R, a Jajee ONpenesiuM, SBISIFOTCS JIM OHU MCKOMBIM

skctpemymoM. [loacrasus (6.5) B (6.4), moxydnm:

R(u,,uy) = (a(l—u) )1 —uy) +c(—uy) =) (yu, +ay,(1- uz)ul)/(az(l _ul)z(l - uz)z)-
Jlasee, BBIYMCIIMB YaCTHBIE TIPOM3BOAHBIE QYHKIUH R 110 MEPEMEHHBIM 1| M Uy ¥ IPUPABHAB MX

K HYJIO, IIOJIy4aeM CUCTEMY YPaBHEHHUHU JUISl OTBICKAHUS KPUTHYECKUX TOYEK:

(a+c=Dy,—(a+c+)yu, —a(y, +y,)(1—u)u, =0
a(l—u,)(y,(1+(a—c)1—uy)) + y,u, Ju, =
:‘127/1(1_”2)2 =2y,u,(1=c(l—u,)) —ay,(1—u,))(1—c(1 —u,) = y,u,).
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Otkyna:

u, =(a+c—Dy, (a(y,—y))u, =(a+c-Dy, (¥, (a+c)-7,) (6.6)

[Tokaxem, 4To KpUTHUECKHE TOUYKH (YHKIMU R, ompenensieMble COOTHOIIEHUAMU (6.6), mexar
BHe unrtepaina (0,1):
e ecmu ¥, <y,,T0 uU; <0;
® Yy,=vy,TOrHA Uy =1, Uy =0;
e v, >y, nepenumem yciosus {u; €(0,1),u, €(0,1)} B Buze:
{0< (a+c-Dy,<ay,~7)
va<rnlate)0<(a+c)y, -y <rla+c)=y, =7y >7,
Takum 00pa3oM, MakCUMyM W3BATHS R HYXKHO WCKaTh Ha TpaHUNAX OO0JIACTH:
{u; €(0,1),uy =0} u {u, €(0,1),uy =0} . Ilokaxkem, 9TO HAa KAKIOW M3 ATUX TPAHMI[ CYIIECTBYET
JIOKaJbHBIA MakCUMyM (YHKIUH 10X0/a R.
J OnmumanvHolit CMAYUOHAPHBLIL NPOMBLCET U3 MIAOWIETL 603DACIHOU 2PYNNbL
Haiinem skctpemym dynkmmn goxona R Ha rpanune {u; € (0,1),u, = 0}. [TockoapKy MpoMBICTy
MOJIBEPIKEHA TOJIPKO MIIAIIasi BO3pACTHAs TPyIIa, TO cucteMy (6.3) U HETpUBUAIBHOE PABHOBECHE

(6.5) MOXXHO TIEpenHcaTh B BUJIE:
{xn+l :ayna y:f/a’
Vit =%, (=)= x, (L=u))+ ey, |5 = (@l = uy) + e = D (1= u))?).
I[Tpu 5TOM 10X0 OT Ipombicia coctaBut: R = yuyX =y (a(l—uy) +c—-1)/(a(l- ul)z) )

B Touke u;=(a +c—1)/(1+a —c) byuakuust R 10CTUraeT JOKaIbHOIO MaKCUMyMa, T.K.

dR a+c—l—u1(l+a—c)|
a(l-u;)’

d’R

2
dl/ll

_y (1+a—c)4
1 8a(c—1)3

=0mu <0.

U =u, U =u
OTMCTI/IM, 4qTO IIpH a +c¢ >1 onrumansHasg OO0JIA HU3BATUA L_ll IMPUHHUMACT KOPPCKTHOC 3HAUCHHUC!:
O<u;<l.

J OnmumansvHolit CMAyUOHAPHBLIL RPOMBICET U3 CHApUiell 603PACHHON ZPYRNbL

Haiinem skctpemym ¢yHkumm noxona R Ha rpanune {u, €(0,1),u; =0} . B sTtom ciydae
MPOMBICITY TIOJBEPraeTcs TOJIBKO CTapimas Bo3pacTHas Tpynma u cuctema (6.3) Bmecte c

HETPUBHUAJIbHBIM paBHOBeCHEM (6.5) MpUHUMAET BU/I:

{xnﬂ :ayn(l_u2)> {y:f/(a(l_MZ))a
Vo1 =X, (1=x, )+ ey, (1—uy), | X = (a(l —uy) +c(1—uy) = 1) (a(l - uy)).

HpI/I 9TOM J0XO0J OT MPOMBICJIa COCTABUT:
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R(uy,ty) = Y91y ¥ = Youp(a(l—up) + el —uy) = 1) l(a(1 - uy))*.

B Touke u,=(a+c—1)/(1+a+c)pyakuus R 10CTUTACT JOKATBHOIO MAKCUMYMa, T.K.

dR a+c—1-u,(I+a+c) d*R l+a+c)?
2 T

a*(1-u,)? 2 842

<0.
dl/lzz

Uy =iy Uy =iy

OTMCTI/IM, qTO HpI/I a+c >1 OIITUMAJIbHAA HOOJdA HUIBATHUA Ez HpI/IHI/IMaeT KOppeKTHoe 3HAYCHUC:
0 <I/_12< 1.

HOKaSaHHOC BBIIIC MMO3BOJIACT CACIIATE CIICAYIOIIHUEC OLICHKHU

® U3BATHE (PUKCUPOBAHHOUW JOJIW OCOOEH M3 MIIaAIIeld BO3PACTHOW T'PYIIBI MO3BOJSET

f— 2 —
Y1(@a+c—-1) HpHﬁ=a+c 1.

JOCTUYb JIOKAJIbHOTO MaKCUMyMa JI0X0J1a R = ;
4a(l1-rc) l+a-c

® U3bATHE (PUKCUPOBAHHOM HOJIM 0cOOeW M3 cTapiiell BO3pAacTHOW TPYIIbI MO3BOJIIET

2
Yo(a+c—1) _ a+c-1
JIOCTHYb JIOKAJIBHOTO MAKCUMyMa Ry=-—5-———— mpi: u = ————.
4a l+a+c
[Tpombicen ocobeii cTapIiero WM MIIAIIIET0 BO3pacTa MPUHECET OOJBIIUKA JOXOJ, 3aBUCHT OT
COOTHOIIEGHUS IEH Yi/y2, @ TaKkKe OT BHYTPUIIOMYJIAIHUOHHBIX ITAPAMETPOB, XapaKTEPU3YIOMINX
PETPOTYyKTUBHBIN TOTEHIMAl W BBDKMBAEMOCTBH ITOJIOBO3PENBIX OCOOEH Ha MOCIEMYIOUINX Tro/ax
KU3HU (a ¥ ¢):
o 1pu Y, <yia/(l1-c): R{>R,, T.e. u3bsiTHe 0COOCH IOPEHPOIYKTHBHOIO BO3pacTa MPUHOCUT

OOJIBIINHA JOXOI;
o mpu Y, >via/(l—c) OonplMiA IOXOJ HPUHOCHT O3KCIUIyaTalus pPEnpOJyKTUBHONW YacTh
MOMYJISIIIUY, T.K. B 3TOM citydae R <R,.

V3MeHeHre COOTHOMIEHHS IIEH Ha 0COOeH pa3iMYHBIX BO3PACTOB IPHUBENET K H3MEHEHHIO
BEJIMYUHBI JI0XO0JIa U MOXKET OBITh OCHOBAaHUEM JUISl IPUHSTHS PEIICHUS O BEIOOPE COOTBETCTBYIOIIEH
BO3PACTHOMW TPYIIIBI, U3 KOTOPOH OyIET OCYIIECTBIATHCS MPOMBICEN; IPU 3TOM COOTHOIIEHHE IIEH HE
MOJKET BIIUSTH Ha JUHAMUKY TIOIYJISIIHH.

Jlanee mokaxkeM, YTO ORMUMANbHBLIE NPOMbBICEN CMAduUAUIUpyem OUHAMUKY YUCAEHHOCH el
603pacmmuulx Zpynn, T.K. HETPUBHAJIbHAS CTAllMOHApPHAs Touyka (6.5) OKa3pIBaeTCs YCTOMYMBOW NpH
TOOBIX 3HAYEHUST BHYTPUIIOMYJISIIUOHHBIX TTApaMeTpoB a + ¢ > 1.

JUns  onpeneneHuss TUIla YCTOWYHMBOCTH HETPUBHAIBHOW CTAalMOHAPHOW TOYKHM HaWIeM
coOcTBeHHBIC 3HAYeHUS SIKoOMana mpeoOpa3oBaHus:

OnmumanvHolii CMAYUOHAPHBLIL RPOMbBICET U3 MIAOULEN 803DACHHOIL ZDYNNbL
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X =ay X. -2 X'y -1 a

- , , = =
Y = x(1—u)(1-x(1—u,))+cy Y Y -2 |(-u)-2x(1-u) c-A

x y

Honcrasu u; =iy 1 x = (a” —(1-¢)*)/(4a(1—-c)), moayanm coOGCTBEHHbIE 3HAYCHHUS:

_cla+l-c)tyc*(@+1-c) +8(a+1-c)(c-1)’

o (6.7)
’ 2(a+1-c¢)
OnmumanvHblil CMAYUOHAPHBLIL RPOMBICE U3 CIapuiell 603PACHHOIL ZPYNNbl
X =ay(1-u,), :X;C—ﬂ, X'y _ -1 a(l-u,) _
Y=x(1—x)+cy(1—u2) Y, Yy'—), 1-2x c(l-u,)—4
[MoncraBuB Uy, =uy, 1 X =(a+c—1)/2a, momydnm coOCTBEHHBIE 3HAYCHHUS:
2
j“:ci\/2+2a—2ac—c ‘ (6.8)

’ a+c+1

CobcTBeHHbIE 3HAYEHUSI, OIpeiesieMble cOOTHOLEHUsAMU (6.7) u (6.8) HEe MPEBOCXOJAT €AUHUILY
110 MOJIYJIFO BBUIy OTpaHUYEHUHN Ha mapaMeTpbl Mmojenu: a+c>1u 0<c<1.
Pucynok 6.2 WimocTpupyeT MpoIecc CTa0MIN3allid JWHAMUKHA YHCICHHOCTEH BO3PACTHBIX TPYIII
MOMYJISIUK [IPH ONTHUMAJIbHOM CTAallMOHAPHOM IPOMBICIE C MOCTOSHHOW /10J1e U3bATUS. 3HAUYEHUS
BHYTPHITONYJIIIMOHHBIX TTAPAMETPOB (PENPOIYKTUBHBIA TOTEHIMAT @ ¥ BBDKHBAEMOCTH CTapIIErO
BO3pPACTHOIO KJjlacca Ha MOCJIEAYIOUIUX roJax >KU3HU €) BBIOpPAHbBI COBIAJAIOIIMMH CO 3HAUEHUSIMU
napaMeTpoB Ha pucyHke 6.1 (a, 6 U B COOTBETCTBEHHO), T.€. B HEIKCIUIYyaTUPYEeMOW MOMYJSLIUU BO
BCEX TPEeX cllydasx HaOJIOJAIOTCS HE3aTyXarwllue KoJeOaHUs YMCICHHOCTEW CTapIiero W MIIAIIIEro
BO3pacToB (pUCYHOK 6.1). DKkcrutyaTanusi NONMyaslUA HauyuHaeTcs nocie 49 mokoseHui cBoOOHOro
pa3BUTHSI; K 3TOMY MOMEHTY HAOJIOJAIOTCS BIIOJHE YCTAaHOBUBIIMECS (UIYKTyallUd YHUCICHHOCTEH
BO3PACTHBIX TpyIil. M3baTHe MOCTOSHHOMN JOIM OT YMCICHHOCTH MJIaImIel (pUCyHOK 6.2, cieBa) ambo
crapmieid (pucyHOK 6.2, cmpaBa) BO3pAaCTHOM TPYNIbl MPUBOIUT K CTAOMIM3AMHM JTHHAMUKH
BO3PACTHBIX I'PYII U JTOCTHXKEHUIO B KaXIOM U3 CIydaeB JIOKaIbHOIO MakCUMyMa (QYHKIMHU J10XO0Ja.
[Ipu npoBeneHun pacyeToB 3a(PUKCHPOBAHBI 3HAYEHMS] CTOMMOCTEH YCIIOBHOM €IMHUIBI 0coOei
JOPENPOAYKTUBHOTO U PEMPOLYKTUBHOTO Bo3pacta yi = 1 u y» = 1, 1.e. Rx, = uix, u Ry, = usyy.
W3MeHeHne COOTHOIIEHUS IIEH Ha OcoOei pa3MyHbIX BO3PACTOB IPUBEAET K M3MEHEHHUIO BEJIMYMHBI
JI0X0/1a ¥ MOXET ObITh OCHOBAaHHEM JJISl IIPUHSTUS PELICHUs O BHIOOPE COOTBETCTBYIOIIEH BO3PAaCTHOM
IpYIIbI, U3 KOTOPOH OYAET OCYIIECTBIIATHCS MIPOMBICEN; IIPU 3TOM COOTHOUIEHHUE 1IEH HE MOXKET BIMSTH

Ha IMHAMUKY OITYJIAIHHA.
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Pucynok 6.2 Crabunu3amys JMHAMAKHA YHCICHHOCTH JIBYXBO3PACTHOW MOIMYJISIIIMKA MTPH OTITUMAIEHOM

CTallMOHAPHOM IpOMBICIE. DKCIulyaTtanus HaunHaercs Ha 50-m nokoneHuu. [IpousBoautcs usbstue

(UKCHPOBAaHHON ONTHMAIILHOM JOJIHM OT OOIIEH YMCICHHOCTH OJHOW W3 BO3PACTHBIX TPYIIIL: U] — U3

Miaamei (rpaduku ciieBa), u, — U3 crapiiei (rpaduku cupasa). BHYTpUITONYISIIHOHHBIE TApaMETPBI
BBIOpaHBI TaKHMe K€ Kak Ha pucyHke 4.5: a - a =2.794, ¢ = 0.276;, 6 - a = 2.765, ¢ = 0.296; B - a =
2.769, ¢ = 0.326. llensl Ha enuHUIly ocoOel crapmieil ¥ MIIaIIIeH BO3PACTHOM TPYIIBI MPUHSTHI

paBHbIME enuHULE (V) = Y2 = 1): Rx, = u1x, 1 Ry, = uay,.
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§ 6.2 Bunsinue ONTHUMAJBHOI0 IPOMBICJIA HA IBOJIOLMIO IBYXBO3PACTHOM MOMYJISIMHU

EcTecTBeHHO NpEnIoIOKUTh, YTO BEIWYMHA IUIOJOBUTOCTH OCOOEM WM pPENnpoayKTUBHBIN
nmoTeHnyan (a) B MPUPOIHBIX MOMYISIUAX OMPESISICTCS B IMPOIECCE DBOJIONHUHU TOJ JACHCTBUEM
€CTECTBEHHOT0 0TOOpa.

JlelicTBHE eCcTeCTBEHHOr0 0TOOpa Ha TMHAMUKY JBYXBO3PACTHOW MOMYIISLMY Ha IPUMeEpE OHOM n3
CaMbIX MPOCTBIX MOJIENIbHBIX CUTYalUl, KOT/la aJalTUBHBINA NMPU3HAK KOAUPYETCS] OJTHUM JAHAIIEIIbHBIM

JIOKycoM ¢ aimieniomopdamu 4 u a, ObuI0 3y4deHo B §3.2:

xn+l :Wnyn
yn+l :xn(l_xn)+cyn

qn+1 — pn(wAApn _’_WWAa(l_pn))’ (69)

x,(1-x,)9, +<v,p,
X, (1 -X, )+ cy,

pn+l =

rae p, - YaCcroTta aJuieiia AB CTapmieM BO3pAaCTHOM KJIACCe; ¢, - 4HaCTOTa aJUICIIA A B MuamgmeMm

BO3pPACTHOM KJIACCC; Wyy, Wyq, U Wyq - HpI/ICHOCO6J'ICHHOCTI/I 3ap0)151mel71 COOTBCTCTBYIOLICIO I'CHOTHIIA,

— 2 )
W, =w,, pf +2w,.p, (1 — pn)+ W, (1 — pn) - PEOpPOMYKTHMBHBIM TOTEHIHAT CTapUIEro BO3PACTHOTO

KJacca (I CpeHsIs PUCTIOCOOTICHHOCTD 3aPOIBIIIIEH ).

PaccmoTpuM  BiMSIHME — ONTUMAJIbHOIO  CTAallMOHAPHOTO  IPOMBICAA  HA  3BOJIOLUIO
JIBYXBO3pacTHOW mnomyisinuu. IlycTe mo-mpekHeMy W3 KaKIO0W BO3PACTHOM TpYIIBI HW3BIMAECTCS
HeKoTopasi (UKCHpOBaHHAs JOJs ocobeil N0 mepuoja pa3MHOkKeHus. M3 Miaameid Bo3pacTHOM
IPYIIBI 10JIS1 U3BATUS COCTaBUT Uy, U3 CTapiied — up. Torjga, K OUYepeTHOMY CE30HY Pa3MHOKEHUS
YHCJIEHHOCTH BO3PACTHBIX IPYII U YaCTOTHI ajlieis A B 3TUX rpynnax OyAyT CIeTyIOIUMHU:

Ko = Wnyn (1 - uz)
Vo =%, (1= u)(l=x, (1=1))+ ey, (1=,

Gy = AU iWA“(l_p”)) . (6.10)

w

_ xn(l_ul)(l_xn(l_ul))qn +cyn(1_u2)pn
P A=) =x, (1= )+ ey, (I—11,)

[Ipu 3TOM JOXOJ OT M3BATHS TaKKe COCTaBHT: R(u,,u,) =y u,x, +y,u,y,, TIe yi ¥ Y2 — CTOUMOCTH
YCIIOBHOM €IMHUIIBI 0COOEH TOPETPOIyKTUBHOTO U PEIPOAYKTHBHOTO BO3PACTa, COOTBETCTBEHHO.
Mopuens (6.10), kpome TpuBHaibHOU {X =0,y =0}, UMeeT Tpu CTAMOHAPHBIE TOUKH:
Wag (1 —up)(A—uy) +c(l—up) -1
2
Waq (1=up)"(1-uy)

1. 1_7:0’6:O’y:f/(waa(l_MZ))’f:
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wad=—up)d-uy)+cl-uy) -1

2 P=Lg=1y=x/(wyy(1-uy)),x =
waa(l=up)* (1= uy)
5= Waa —Wia G = Waa = Wia ,y:f/(v_v(l—uz)),
3 Waa = 2W 44 + W 44 Waa =2Wqq + W4y
' _ wl=up)(d=uy))+c(l—uy)—1 _ — >
¥ = ( 1)( 2) ( 2) ,W:WAAP+WA(1(1_p)'

w(l =)’ (1-uy)

HCpBBIC ABC CTAlMOHAPHBIC TOYKHU MOHOMOp(bHBIC, T.C. B OTHX PaBHOBCCHUAX IMOMYJIAINA

reHetudeckn ojHopomHa: npu {p =0,q =0} Bce ocobm wmMeroT reHotun aa, npu {p=1,g=1} -

reHotunn A4. CymiecTBoBaHHE MOHOMOP(MHBIX CTAIlMOHAPHBIX TOYEK OOECIEUMBACTCS BBIMOJIHEHHEM
yCIOBUS: W,, +¢>1 -BmieppoM 1 w4 +c¢ >1 —BO BTOpPOM CiTydae, COOTBETCTBEHHO.

Tperpst crammoHapHas TOYKa MOJMMOpP(HAs, T.€. B 3TOM PAaBHOBECUH B TMOMYJIAIUKA BO3MOKHO

cocyliecTBoBaHue ocobeid ¢ renotunamu: A4, Aa W aa. ]I cyniecTBOBaHUS 3TOTO PABHOBECHS

HEOOXOAMMO BBITIOJTHEHUE IBYX YCIIOBHI:

w+c>1
. . (6.11)
<{WAa > max( Waa>W 44 )} Vv <{WAa < mll’l( Waa>W a4 )}
Jlns ompeneneHus ONTUMAIBHBIX JOJEH M3BATUS {u1, Up} HEOOXOIUMO HAWTH MaKCUMYyM
GyHKIMH 10X0/4a R B KOKIOH M3 CTAIIMOHAPHBIX TOYEK. 3HAYCHUS CTAIMOHAPHBIX YHCICHHOCTEH {X, V}
B Mozemsix (6.3) u (6.10) coBmagarOT ¢ TOYHOCTHIO 1O OOO3HAYEHHUsS MapaMeTpa, XapaKTepHU3yOIIEro
PENpOYKTUBHBIN MOTeHLMa nony sy, [losTromMy pe3ynbpTarel, Hoay4eHHbIE A7 MoAeH (6.3), MOXKHO

puMeHUTh K Mojienu (6.10), 3aMeHUB penpoAyKTUBHBIN MOTEHIMAN @ HA COOTBETCTBYIOILIEE 3HAUCHUE

w

aa’

W,, WIM1 W JI1 MOHOMOPGHBIX U MOJIUMOPGHON CTAallMOHAPHOM TOYKH, COOTBETCTBEHHO. T.e. U
s mozien (6.10) BEpHO yTBEP)KICHUE, UTO MAKCUMYM PYHKYuu 00xooa R ne oocmuzaemca enympu
oonacmu {u, €(0,1),u, €(0,1)}. AHATOTHYHO MOXHO TIOKa3aTh, YTO JOKAIBHBIH MaKCUMyM (YHKIHN
noxoma R nocruraercst Ha rpanunax: {u; € (0,1),u, =0} u {u, €(0,1),u; =0} obmactTu B KaxmOM M3
CYIIECTBYIOIMX paBHOBecuid. B obmem cimydae st moaenu (6.10) mmeercst mecTb ONTUMAIBHBIX JOJICH

WBBSTHS:  {Uj,,, U1 44>U1 445 - TP W3 MIAJIIETO BO3PACTHOTO KJIacca, COOTBETCTBYIOLIME JBYM

MOHOMOP(HBIM paBHOBECHSIM {p=0,g=0}, {p=1,q=1} u ogHoMy noTUMOpHHOMY
— Wy —W _ Wy —W
{p= aa__"Aa ,q = aa__"Aa }, ¥ aHAJIOTWYHBIC TPU JOJIA U3BSTHS M3 CTapIIEro
Waa — 2WAa TWay Waa — 2WAa TWay

BO3paCTHOI'O Kj1acca - {I/lz[m, u2AA9u2Aa} .

HOKa)KeM, 4YTO B [JdaHHOM CiIy4dac Hece/leKmueHblil npomblcesl He MeHsjiem HanpaejileHue

ecmecmeeHHo20 om 6opa .
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6.2.1 OnmumansHblil cCmMayUOHAPHLLIL RPOMBICEN U3 CIapPUiell 603PACMHOIL ZPDYNNbL

[Tpu u; = 0 moxens (6.10) MmoxkHO TIpUBeCTH K BUAY (6.9), BBEIs HOBBIE 0003HAYCHUS:

w*=w(l—uy), wy* =w;(1-uy),c*=c(l-uy).
T.e. uzbste PUKCUPOBAHHOM J10J1M 0COOEH U3 CTapIiel BO3pacTHON rpynibl (PaKTUUECKU MPUBOJIUT K
[IPOMOPLIUOHAIIBHOMY YMEHBIIEHHIO IPUCHOCOOIEHHOCTEH BCEX TE€HOTUIIOB U BBDKHMBAEMOCTH
CTapuIeil BO3pacTHOW I'PYIIIbI Ha MOCIEIYIOIUX IOAaX KU3HHU.

VYcnoBus ycTOMYMBOCTH MOHOMOP(MHBIX CTAIIMOHAPHBIX TOYEK Moiemu (6.9) §3.2:
e {g=0,p=0} ycroituusa, ecnmu 1 —c<w,, <3-2cu w,, >wy,;
o {g=1,p=1} ycroitunBa, ecim |l —c<w, , <3—-2cum Wy >Wwy,;

IPUMEHUMBI JUIsL SKCIUlyatupyeMod mnomymsiuuu (4.23) mocne 3ameHsl ¢ U wy; Ha c* u wy;™* -
COOTBETCTBEHHO.

B nanHOoM cnydae mpombicedl HE MOXKET MOBJIMSTH Ha BBINOJHEHHE JMOO HEBBINOJIHEHHE
YCIOBHM: W,y > Wy, U W,, >W,, . T.c. HalpaBlIeHUE €CTECTBEHHOI0 0TOOpa HE U3MEHUTCS.
[Tokaxem Takke, YTO B pe3yJbTaTe MPOMBICIIA MPOUCXOAUT CTAOMIM3AIMS JUHAMHKU YUCIEHHOCTH

BO3PACTHBIX IPYII T'€HETUYECKH MOHOMOP(GHOM MOMYIISIIIUH.

B orcyrcTBue mpombicia GIyKTyanuu YHCICHHOCTH B MOHOMOP(HBIX PABHOBECHSX BO3HUKAIOT IIPH
HapyIIEHUH ycIoBusi w <3 —2c¢ (mubo w,, <3-2c).

3anunieM TepBO€ W3 OITUX YCIOBHH ISl SKCIUIyaTUPYEeMOH IOMYJSLUH (BTOPOE MOJHOCTHIO
AQHAIOTUYHO): W, *<3-2c* = w, , +2c¢<3/(1-u,) . [loacTaBMB ONTUMATBHYIO JOJIIO H3IBITHS
Ury=(wyy+c—1)/(1+wy, +c), noaygaem ycnoBue: Wy, +2c<3(l+c+wyy)/2=c<3+wyy,,

KOTOpOE BCETJa BBIIIOJIHEHO, T.K. ¢ < 1.
6.2.2 OnmumanvHvlil CMAYUOHAPHBIIL NPOMBLCEN U3 MAAOULEIL 603PACHH O ZPYNNbL

[Ipu u; = 0 mogens (6.10) B ctarmonapuoit Touke { g =0, p =0} uMeer aBa COOCTBEHHBIX 3HAYCHUS,

COBIIAJAIONIUX C COOCTBEHHBIMH 3HAYCHHUSIMH MOJEIM HEIKCIUTyaTupyeMon momyisiuuu (6.9):

Mo =(c i\/c2 +4wy,(1-c)/w,,)/2. DOra mapa COOCTBEHHBIX YHCEI II0 MOJIYIIO HE MPEBOCXOJIHUT

CAUHNLY, €CIIn W, > Wya - T.e. u B 3TOM cJ1ydac IPOMBICCIT HEC U3MCHACT YCJ'IOBI/II\/’I €CTCCTBCHHOI'O

oTbopa.

Bropas napa COOCTBEHHBIX qHUCe BBIYHCIISETCS 1o bopmye:

hyg=(cx \/((2 - c)z(l -c)+w,,(8-c(8-c))— 4waa2)/(1 —c+Ww,,))/2. AHaITUTHYECKH HE yIaI0Ch

J0Ka3aTh, YTO IPHU JIIOOBIX C U Wyq (A3 4‘<1 . Ho 4mncieHHoe MoJenupoBaHHE IMOKA3aJio, YTO MpPH

HEeOOJIBIINX 3HAYCHUAX APAMETPOB C U Wy, COOCTBEHHBIE YHCIIA A3 4 BEIIECTBEHHBIE U 10 MOJIYIIO HE
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IMPEBOCXOAAT CAUHULLY. Poct HpI/ICHOCO6J'ICHHOCTI/I TOMO3HI'OTBI W,, CHa4YaJla NPUBOAUT K IOABJICHUIO

KOMIUIEKCHBIX 3HAUEHHH A3, C MOMYIEM, HE MNPEBOCXOJAIIMM EIUHUILY; NATEE MOIYIb Aj4

CTAaHOBUTCSA OOIBIIUM CAVMHUIBI, HO IIPU 3TOM 3HAUCHUA C U W,y OKA3BIBAKOTCA YIKC 6OJ'IBIHI/IMI/I, qeM
AOIMMYCTUMO OrpaHHYCHUAMH MOACIU C JIMHEUHBIM JUMHUTHPOBAHUCM YHCIICHHOCTU MJIAJAUICTO

BO3paCTHOI'O Kj1acca.

6.2.3 Pe3zynomamot yucnennozo ucciedo8anus

UYucnenHoe wuccnepoBaHue JUHaMUKU Mojenu (6.10) Taxxke MOKaszano, 4YTO ONTHUMAJbHBIN
CTallMOHAPHBINA TIPOMBICEN C IMOCTOSHHOW J0JIeH U3BATHS U3 OJTHOW BO3PACTHOM TPYIIILI CTAOUIM3UPYET
KaK JJMHAMHKY YMCIEHHOCTH BO3PACTHBIX IPYIIL, TaK U IMHAMUKY M'€HETUYECKOT0 COCTaBa MOMYJISIHH.

Ha pucynke 6.3 mnpumep mnomymisiivyd, B KOTOPOM TIE€TEPO3UTOTHI HMEIOT CYILIECTBEHHOE
MIPEUMYIIIECTBO IO MPHUCIIOCOOIEHHOCTH OTHOCUTEIBHO 00eUX rOMO3UTOT (Way = 1.1, Wy, = 2.8234, wy, =
1.05). Heakcrutyatupyemasi NOMyJIsUsI TEHETUUECKH MOJIMMOPQHA, XOT NOJIMMOP(HOE paBHOBECUE HE
NOCTUTAETCsl, a BOJM3M HEro HaONMIOJAlOTCS BBIPAKEHHbIE KOJeOaHMs TE€HETUYECKOTO COCTaBa M
YHUCJIEHHOCTEW BO3pPAcTHBIX rpymm (pUcyHOK 6.3 a). BronHe oxwugaemMo, 4ro B 3TOW CHUTyalluH JUIs
OTIEIbHON BO3PACTHOM TpPYMIbl ONTHUMAIbHAs JIOJSl M3bATHS, COOTBETCTBYIOIIAs MHOJUMOpP(HHOMY
pPaBHOBECHIO, OOJIbIIE ONTHUMAJIBHBIX JIOJEH U3BATHS B MOHOMOP(HBIX PABHOBECHUSX: U4, > MAX{U 44,
Ulga} W Upgq > MAX{U 44, Udgq ). VI3BSITHE M3 MITAMIIICH BO3PACTHOM TPYIITBI JJOJIM UX YUCICHHOCTU Uqy,=
0.8139 unu u3 crapuieit - U,,,=0.4666 MO3BOJISIET MAKCUMHU3UPOBATH OXOJ (PUCYHOK 6.3 O, HKHUN
psiz), IPU 3TOM YHUCIEHHOCTh BO3PACTHBIX IPYII M T€HETHUECKUI COCTaB MOMYIISLUH CTaOMIH3UPYIOTCS.
W3bsiTe MeHbIIMX J0JIeH YMCIIEHHOCTH, COOTBETCTBYIOIIMX MOHOMOP(HBIM paBHOBECHSIM ( Uiqq =
0.68, ujuq = 0.6923; Uy, =0.2982, u 44 = 0.3103), qaeT MEHBIIMI 10XO1, HO YUCIICHHOCTH
BO3PACTHBIX IPYII U TEHETUUECKUH COCTaB Takke crabuian3upyrorcs. OHAKO U3BSATHE MEHBIIEH JI0JIH,
YeM MaKCUMaJIbHO BO3MOJKHAsI ISl KOHKPETHOM BO3PACTHOM IPYIIIbL, MOKET OKa3aThCsl HEOCTATOUHBIM
JUIS CTaOMIM3aIMi JUHAMUKH momyisinud. Ha pucynke 6.4 mpumep HOMyJsIuU, B KOTOPOW Ha (oHe
[IPOMBICIIA COXPAHSAIOTCS KOJICOaHUsSI YMCIEHHOCTU. XOTS U3bATHE OOJbLIEH JI0JM, COOTBETCTBYIOLIEH

MOJUMOP(PHOMY PaBHOBECHIO ITPUBOJUT K €€ CTaOUIIM3aLnu.
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Pucynok 6.3 Crabwiusanus TUHAMUKA YHUCICHHOCTH M T'€HETHMYECKOTO COCTaBa JIBYXBO3PAaCTHOM
MOIYJISALMK NIPH ONTHMAJIBHOM CTAllMOHApHOM Ipomsicie. [lapamerper Mmomemn: wqy = 1.1, wy, =
2.8234, w,, = 1.05, ¢ = 0.8, xp = 0.2, y9= 0.1, pp = 0.001, gp = 0.001. a — TMHaAMHUKA YUCICHHOCTH
BO3PACTHBIX TPYII (X, ¥) U TEHETHYECKOTO COCTaBa (p, ¢) HEIKCILUTyaTUPYEeMOUW MOMyJSIuu. 06 —
JUHAMHMKA YUCJIEHHOCTH M TE€HETHMYECKOIO COCTaBa MOMYJSLUHU (BEpXHUU psil) MPU ONTHUMaIbHOM
CTallMOHAPHOM HPOMBICIIE C JOJSMH H3bSTHS, COOTBETCTBYIOIIMMH MOJIMMOP(PHOMY PaBHOBECHIO.
OkcrutyaTtanus HaunHaeTcst ociie 50-ro mokosenus. Llensl 3a equHUIYy ocoOei cTapiiel U Mitaamei
BO3PACTHOM TPYIIT NPUHATHI paBHBIMU eUHUALE (Y1 = Y2 = 1): R{uy;} = uy;x, 1 R{uo;} = uaj'x,. BHU3y
MIPUBEAEHBI rpaMKu JOX0J1a OT IPOMBICIIA, COOTBETCTBYIOIIETO BCEM BO3MOXHBIM JIOJISIM U3BSATHS.
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Pucynok 6.4 Coxpanenue kojieOaHUI YUCIEHHOCTEW BO3PACTHBIX IPYIIN MPU HEJOCTATOUHOM YPOBHE
U3BATHS, COOTBETCTBYIOIIEM MOHOMOPGHOMY PAaBHOBECHIO {Uigg, Uzqq). CTAOMIM3AIUSA ITUHAMUKH
YHUCJIEHHOCTH JIBYXBO3PAaCTHOW MOMYJALMU TpPU HpPOMBICIE C OONBIIUMHU JOJSAMH  HU3BSATHS,
COOTBETCTBYIOIIUMU HOJUMOPOHOMY {U144, U24q) U MOHOMOPPHOMY {Ui44, U244} PABHOBECHUSM.
[Tapamerpsr mogenu: wyy= 1.5, wy, = 4.65, wye =1, ¢ =0.326, x= 0.2, y9p= 0.1, pp=0.65, gp=0.1.
HecmoTpst Ha TO, 4TO mMOpOMBICENI C TOCTOSIHHOM JOJIEH H3BATHS HE MEHSET B3aUMHOIO
pacIoyio’KeHUsT MPUCIOCOOIIEHHOCTE TE€HOTUIIOB, T.€. HE MPUBOJUT K H3MEHEHUIO HalpaBlICHUS
€CTECTBEHHOr0 0TOOpa; FeHETUUECKH MOIMMOp(HAs MOMYJIALUsS MOXET MOTEPSTh CBOE I'€HETHUECKOEe
pa3zHooOpasue B pe3ynbrare mpombicia. Ha pucynke 6.5 momymsiiusi, B KOTOPOHW MPHCIIOCOOJIEHHOCTD
TeTEPO3UTOTHl HAXOJIUTCS MEXKIY MPHUCIIOCOOJIEHHOCTAMUA TOMO3UTOT (Wyy > Wy, > Wy, ), T.6. HE
BBINOJIHEHBI yciaoBus (6.11) u nonmumopdHOro paBHOBECHSI HE CYILIECTBYET; OAHAKO MPHUCIIOCOOIEHHOCTD
reTepO3UroThl JJOCTATOYHO BBICOKA M IMOMYJNISALHUS OKa3bIBAe€TCS IMOJMMOPQHOH, B Hel HaOIonaroTCs
BBIPQKCHHBIE KOJICOAaHUS KaK YHCJIEHHOCTH, TaK M TEHETHYECKOTO cocTraBa (pHCYHOK 6.5 a)
Okcrulyatanysi HOMYJSIMKA MPUBOAUT K CTAOWIM3ALUKM JAUHAMHUKH €€ YUCIEHHOCTH U T'€HETHYECKOIrO
COCTaBa, MPH 3TOM MPOUCXOAUT IOJIHOE BBITECHEHHE alieNs d, T.€. YCTAaHABIMBAETCS T€HETUYECKU

MoHoMOp(dHOe paBHOBecue {p =1, g = 1} (pucyHok 6.5 0).
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Pucynok 6.5 Iloreps reHermueckoro pa3zHooOpasusi MOMYJISLUUU B PE3yJabTaTe ONTUMAaJIbHOIO
npoMbicia. JIMHaMHMKa YMCIEHHOCTH M TEHETHYECKOI0 COCTaBa BO3PACTHBIX TPYII IMOMYJISLIUU B
OoTCyTcTBHE IpoMbicia (a). JlMHaMuKa 4YacToThl amienss A B CTapiiel BO3pacTHOW Tpymme B
AKCIUTYaTUPYEMO MOMYJISAINH, a TAKXKe JOX0JI OT IIpoMbicia (0). Dkcrutyarauust HauuHaercs nocie 50
nokonenus. [Tapamerpsr mogenu: wyy= 2.12, wy, =2, wye = 1.05, ¢ = 0.8, x9 = 0.2, yy= 0.1, pp = 0.91,
qo = 0.5.

Takue curyauuu, Korja MOMYJSLMsS MOJUMOP(HA, HECMOTpPS Ha OTCYTCTBHE MOJIUMOPGHOTrO

paBHOBecuss B cucremMe  (T.K.  TNPHUCIOCOOJEHHOCTh  TETEPO3UTOTHl  HAXOIUTCA  MEXKIY
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MIPUCIIOCOOJIEHHOCTSIMA TOMO3HIOT ( Wy > Wy, > W,, ) ONACHBI TEM, 4YTO MpPH HEMPaBUIBHON
KjIaccu(uKalMi MOTYT OBITh paclo3HaHbl KakK IOJMMOpQHAs MOMyJsLUMs, HMMEIomas OOIbLIMiA
PENPOAYKTUBHBIA TIOTEHIIMAJI, Ye€M B JEHCTBUTEIBHOCTH. B pe3ymbrare sKCIuTyataiusi ¢ BbIOOpPOM
OoJIbIIIEN /I0JIM U3BATHSL MOKET MPUBECTH K NEpesioBy. XOTd MOJIMMOpP(HOE paBHOBECHE OTCYTCTBYET
(T.e. UM€eT HEKOPPEKTHbIE 3HAYEHUS YMCIIEHHOCTEH BO3PACTHBIX IPYII UM T'€HETHYECKOIO COCTaBa),
COOTBETCTBYIOIIYIO JIOJIO U3BSTUS MOKHO PAaCCUMTATh U OHA OKA3bIBAETCSI OOJIBIIEH, YEM IO U3bATUS
U1 MOHOMOP(HBIX paBHOBecui. HebobIoi nepesioB npu BEIOOPE A0 U3BATHS Uy, (KaK HA PUCYHKE
6.6; uz44 = 0.83, uz4,= 0.86, Uz, = 0.69) HE MPUBOAUT K KATACTPOPHUECKUM ITOCIICIACTBHUSIM, a JIUIIH

HCCKOJIbBKO CHMXKACT YHUCICHHOCTb MOIMyIAOWMU W, COOTBCTCTBECHHO, CHWXACTCA 00bEM BELIOBA

OTHOCHTEIHHO MaKCUMAJILHO BO3MOYKHOTO (TIPH U3BATHU Uq4).
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Pucynok 6.6 HeGospioit mepesnoB (Mpu U3BATHH J0JH Uy,) 0€3 KaTaCTPO(PHUUIESCKUX MOCTEACTBUN TS
oMy, BBEpXy - JOX0J OT MPOMBICTA, BHU3Y - JHHAMHKA YUCIICHHOCTH BO3PACTHBIX TPYIII B
IKCIUTYaTUPYEMOW TOMYJSIIUU. OJKcIulyatanusi HayumHaeTcss mociie 50 moxosieHus. [lapametpsr
MoJeH: Wyy= 2.2, Waqa = 1.8, wyu =1.1,c=0.8,x9=0.2, 9= 0.1, pp=0.91, g9 =0.5.
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Ha pucynke 6.7 npumep cuTyaluu, KOraa BbIOOp MaKCUMAaIbHOM JOMU U3BITUS U, (U244= 0.83,
Uzag = 0.92, Uz, = 0.69) NPUBOIUT K BBIPOXKIECHUIO MOMYJISIUK; B TO BpeMsl KaK IMpPU AKCILTyaTalluu
MOMYJISAIAA C MEHBIICH WHTEHCUBHOCTBIO (C JIOJEW M3BSATUS Uy4) MOKHO HE JOIYCTHTH BBIPOXKICHHUS

MOMYJIAIUNA U MAKCUMHU3HUPOBATh BBIJIOB.
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Pucynok 6.7 IlepenoB (mpu W3BATHU AOIU Uy,) C KaTaCTPO(DUUECKHUMHU TIOCICACTBUSIMH IS
nonyssanud. BBepXy - 10X04 OT IMPOMBICHIA, BHU3Y - JTMHAMHKA YHCICHHOCTH BO3PACTHBIX TPYIIT B
IKCIUTYaTUPYEMOW TOMYJSIIUU. OJKCIulyaTtanusi HayumHaeTcss mociie S50 moxosienus. [lapametpsr
MOJEeH: Wyy= 2.2, Waqa = 1.7, Wae =1.1,c=0.8,x9=0.2, 9= 0.1, pp=0.91, g9y =0.5.

3axknrouenue

[Ipy onTMMH3anMU CTPATErHMK IMPOMBICIA U3 MOIYJSANUU ¢ BO3PACTHONW CTPYKTYpON BO3HUKAET
BOIIPOC O KOJMYECTBEHHOM COOTHOIIEHHWHM [OJIEHW W3BATHS W3 PAa3HbIX BO3PACTHBIX TI'PYIIL.
[IpoBeneHHOE HCClIENOBAHWE HAa NPHUMEpPE JBYXBO3PAaCTHOM MOIMYJSIUU  IOKA3BIBAET, 4YTO

ONTUMAJIBHBIM SIBJISIETCA HU3bSATHE (UKCUPOBAHHOM JOJIM YHCIEHHOCTH OCOOEH TOJBKO OJHON U3
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BO3PACTHBIX TPYII, MOCKOJBKY INPU OJHOBPEMEHHOH O3KCIUTyaTallkd OOOMX BO3PAaCTOB MaKCUMYyM
GyHKIMM J0X0Ja He JocTuraercs. BpUIOB ke (UKCHPOBAHHOM JOJMM 0co0eil U3 OTAeIbHOU
BO3PAaCTHOM TIpPYIIbl IMO3BOJISIET JOCTUYbL JIOKAJIBHOTO MakcUMyMa (YHKUMH J0X0Ja, IPU STOM
JUHAMMKA YUCJIEHHOCTH MOMYJIALMU CTa0MiIu3upyercs. BeiOop KOHKpETHON BO3pAacTHOM IPYIIIbI, U3
KOTOpPOIl CTOUT MPOU3BOJAUTH U3BATHE, ONPEIENIAECTCS COOTHOIIEHHEM ILIEH Ha 0coOel cTapiiero u
MJIQJIIIEr0 BO3pPAcTOB, a TaKXkKe 3HAYCHUSIMH BHYTPUIIOMYJSLMOHHBIX [apaMeTpoB, TaKUX Kak
PENpPOSYKTUBHBIN MOTEHIMAI MOMYJISIIMN U BBDKUBAEMOCTb HOJIOBO3PEIBIX 0COOEH Ha MOCIETYIOMUX
roJiax *KU3HHU.

PaccmoTpeHne NMHAMHMKM TE€HETUYECKOM CTPYKTYpPBl JKCILIYyaTHPYEMOM JBYXBO3PACTHOM
MOMYJISIIMY, Ja)Ke Ha MpUMEpe MPOCTEHIero MOJENbHOTO BapuaHTa, KOTJa aJalTUBHBIA NPU3HAK
KOJUPYETCs OJIHUM JIMAJIEIbHBIM T'€HOM, a IPUCIIOCOOICHHOCTH T€HOTUIIOB OCTOSTHHBI, IPUBOJIUT K
MOSIBJICHUIO 3HAUUTEIbHONW BapuaOelbHOCTU B CTpaTeruu mpomseicia. [Ipu 3ToM Mojenb Mmo3BoJisieT
BBISIBUTH JIOCTATOYHO HEOXKUJAHHBIE CKpBIThIC 3(h(dEKTh, HaOMIOAAroNIMecs B TOM Ke CaMou
JIBYXBO3PACTHON MOMYJISILIMM, HO HE MPOSBIISIOIIUECS MIPU MOJCIUPOBAHUU, HE YYUTHIBAIOIIEM SIBHO
FeHETUYECKYIO COCTaBJIsAOLIyI0. OUeBHIHO, U B 3TOM MOJENM ONTHUMAJIBHON OCTaeTcsl CTpaTerus
IIPOMBICIIa € U3BATHEM (UKCUPOBAHHOM M0JIM 0COOE TONBKO M3 OJHOIO BO3PACTHOIO Kilacca.
[IpoBeneHHOE uCCIIEJOBaHHE TaKXKe IOKA3bIBAET, YTO ONTHUMAJbHBIM MNPOMBICEN CTAOMJIN3UPYET
JUHAMHMKY YUCIIEHHOCTH M I€HETHMYECKOTO COCTaBa MOMYJALMU. XOTS HAlpaBJICHHE €CTECTBEHHOIO
oTOOpa SIBHO HE HU3MEHSETCS IpPU HECEICKTUBHOM H3BATHUM OcCoOei, aJalTUBHOE T€HETUYECKOE
paszHooOpa3ue, uMeroleecsi B HEAKCIUIYaTUPYEMOW MOMYJSLUU, MOXKET ObITh YTPAaueHO MMEHHO B
pe3ynbpTaTe mpoMbicia. ITOT 3¢hEGEKT BO3MOXKEH 3a CYET TOTO, YTO MPOMBICIIOBOE BO3/IEHCTBHE
CHIDKAET COBOKYIIHYIO PENpPOAYKTUBHYIO CIHOCOOHOCTh NOMYNALUU (WM/WIM BBDKUBAEMOCTH €€
MOJIOBO3PEIIBIX 0CcOo0ei), B pe3yabTaTeé MOHOMOP(GHOE PAaBHOBECHE MOXKET OKa3aThCsl YCTOMYHMBBIM U
SKCIUTyaTUpyeMasi MOMYJIALUS JOCTUTHET €ro; B TO BPEMs KaK B HEIKCIUTYaTUPYEMOW MOMYNSILIUU HE
ObUI0O HU OJIHOTO YCTOMYHMBOTO pABHOBECHS H3-32 €€ CIUIIKOM OOJBIION IUIOJOBUTOCTH U
BBIKMBAEMOCTH, B PE3YJIbTATE €€ YUCIEHHOCTh U TeHETUYECKUI COCTAaB HE BBIXOJAT Ha CTALlMOHAPHBIN

YPOBEHB; a (hIIYKTyallMi T€HETUYECKOTO COCTaBa MOICPKUBAIOT TOJIUMOPPHU3M.
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I'nasa 7. U3y4yeHue HEMTPAJIBLHOM e HETUYECKON M3MEHYMBOCTH /IVIsl BbISIBJICHUS
BbICOKOINPOXYKTHUBHBIX BUI0B C HU3KOH YNCJIEHHOCTBHIO IPOU3BOAUTEIEH

O¢ddexTrBHAT YUCIEHHOCTh NOMYASAUUU N, SBISETCS KIIOUEBBIM MapaMeTpPOM B COXPaHEHUU
BHJIOB, HAXOSIIUXCS O] YTPO30M UCUC3HOBEHUS; 3TOT MapaMeTp MO3BOJISET MPeIcKa3aTh MaryoHbIe
IIOCJIICACTBUA T CHECTHYCCKOT'O Hpeﬁ(ba 1501051 I/IH6pI/I)II/IHFa, CBA3aHHBIC C PE3KUM COKpPALICHUEM
YHUCJIEHHOCTH MOMyJsuu. Takke BaKeH B HEKOTOPBIX CUTyalusi Jpyroi mapamerp — 3pQpexTuBHas
YUCJIICHHOCTh IPOU3BOAUTENICH N, KOTOPBIE NPOU3BEIH OINPEICICHHYIO KOropTy HNOTOMCTBA WU
BBI60pKy MOJIOON, 1A )IaJ'IBHGI\/’IIHeFO HCIIOJIb30BaHUA €€ B pa3sBCACHHU, CO3JaHMU HOBBIX IMOIIYJIAIUA
WJIY IIPOCTO IS UCCIEA0BAHUS PENPOLYKTUBHOIO yCIIeXa JUKOW MOMYJISALHH.

B HACTOAICC BPEMA IJId KOCBEHHOU OLICHKHN Ne 1501051 Nb II0 TCHETUYCCKUM JaHHBIM HUMCECTCS
YeThIpE pa3IMYHBIX METOJA: «BpeMeHHOI» (temporal), «HepaBHOBecue cuemienus» (linkage-
disequilibrium), «pa3zpexxenne amienein» (allele rarefaction) u «u36b1TOK TeTepo3uroT» (heterozygote-
excess) (Waples 1991; Pudovkin et al. 1996; Hedgecock et al. 2007; Tallmon et al. 2008; Waples, Do
2008). Bce st MeToABI AaOT O4YeHb TPyOyI0 OleHKY 3(P(HEKTUBHON YHCICHHOCTH, €CIIA €€ 3HaYeHUE
BEJIMKO; OJIHAKO W3 CaMOTO CMBICNAa 3aJad COXPAHEHUS CIIEAYeT, YTO 3]IeCh pPacCMaTPHBAIOTCS
MaAJICHBKHUC TIONMYJIAOUHM MW II0O3TOMY KOCBCHHBLIC MCETOJAbI OICHKHU 3(1)(1)6KTI/IBHOI\/’I YUCIJIICHHOCTHU
MpuoOpeTaroT Bce OOJBIIYI0 TMOMYJISIPHOCTH B JaHHOW oOsiacth. Metonbl oreHku 3()PeKTHBHOU
YHCIICHHOCTH «HEPAaBHOBECHE CIICIUICHUS» W «H30BITOK T€TEPO3UTOT» BHITOJHO OTIMYAIOTCS OT JIBYX
JPYTUX TEM, YTO TPEOYIOT BCErO OJIHY BBIOOPKY U3 MOMYJISIMH; B TO BpeMsl Kak Jjsl paboThl METOJIOB
«BPEMEHHOI» U «Pa3pEeKECHUS aJUIesIei» HE00X0IMMO UMETh XOTs ObI JBE, pa3/ielIieHHbIE BO BPEMEHH C
TEM, YTOOBI HUCCIICI0BAHBI ObLIN MNpEACTAaBUTCIIN PA3HBIX HOKOJICHUH. HOBTOMy BCPOATHO CTOHUT
OKNJAaTh YBCIUUCHUA ITOMYIIAPHOCTH IICPBLIX IBYX MCTOJ0B B TCHCTHUKE COXPaHCHMA.

OcHOBa MeTOZla OTpeNeNIeHuEe YHCICHHOCTH IPOU3BOAMTENEH IO «M30BITKY T'€TEPO3HTOT)
COCTOUT B TOM, YTO KOrjga 4uclio HpOI/I3BOHI/IT6J'IGI\/’I O4YEHh MAJIO 3a CYET OIINOKHU BBI6OpOT-IHOCTI/I
BO3HMKAET pa3HMUIA MEXKAY 4YacTOTAMH aJUleJell B MYKCKOM M KEHCKOW dYacTu mnomyisuuud. B
pe3yibTare, MOTOMCTBO 3TOTO HEOOJBINOrO YWCIA POTUTENeH OyneT MMeTh M30BITOK TeTepO3UrOT
OTHOCHTEIILHO MPEINUChIBAEMOTO paBHOBecreM Xapau-BaiinGepra (Falconer 1989; Rasmussen 1979;
Pudovkin et al. 1996). Uem meHbIe 4nCIO TMPOU3BOAUTENICH, TEM OOJBIIE OKAa3bIBACTCS Pa3HUIA B
4acToTaxX ajuieJied MYKCKOM M >KEHCKOW 4YacTd MOMYJSAINU, a, CJIEIOBATEIbHO, U OO0JbIE HM30BITOK
reTepo3nuroT B IMOIMYJIALHMHU IMOTOMCTBA. Tak 1o I/I36BITKy reTepo3uroT nmoToMCTBa MOXKHO OLCHUTH

KOJIMYECTBO POJIUTENEH CIeNyIOINUM 00pa3oM:
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N, = 1/(2D) + 1/(2(D+1)), (7.1)

rae D —3to CenanaepoBCKOe CTaHIAPTU30BAHHOE OTKIIOHEHHE JIOJH TeTEPO3UTOT OT 0XKHUIAEMON TTpH
ciydaitHom ckpemuBanuu (Selander, 1970), D = (H, — H.)/H,, H, u H, — Habmiojaemas 1 0ugaeMast
reTepO3UTroTHOCTH, cooTBeTcTBeHHO (Pudovkin et al. 1996).

Meton omnpeneneHuss 4UCIACHHOCTH N, MO M30BITKY rerepo3uroT (wim D-olieHKa) ObLI
BHUMATEIBHO M3Y4YeH U KpUTHUUYECKH olleHeH B padbortax (Luikart, Cornuet, 1999; Balloux, 2004).

Jlyukapt u Kopuyst (Luikart, Cornuet, 1999) uccnenoBanu cTaTUCTUYECKHUE CBOWMCTBA 3TOMH
OIIEHKH (TOYHOCTh M MOIIHOCTh METO/Ia), UCTIOJB3Ysl KOMIIBIOTEPHOE MOIeIMpoBanue. X cuMymnsiuu
BKJIOUAJIM HEOOJIBILIOE YMCIIO UccienyeMbix amienei (ot 2 10 5) u nokycos (ot 10 mo 20) npu Becbma
HebousbimoM paszmepe BbIOOpkH (30 — 120 ocobeit). Ilpu 3TOM CTOJIB OrpaHMYEHHOE MPOCTPAHCTBO
[apaMeTpoB MOXKET IMPOCTO HE 3axBaTbiBaTh Ty 00JacTb, B KOTOpoil D-oreHka Oyner paborarhb
3¢ GEeKTUBHO.

B pa6ore bamny (Balloux, 2004) mpeacraBieHo Oosiee oOmiee M TiIyOOKOE TEOPETHYECKOE
000CHOBaHME MAHHOW OIIEHKHM, HO HHKAK HE OOCYKIAETCsS CTATUCTHYECKas CTOPOHA IPOOJIEMBI
olleHWBaHMs. boiee TOro, 34ech paccMaTpPHUBAIOTCS MAaJCHBKHE pPOJUTEIBCKUE —TIOMYIISIUH,
MPOU3BOAIINE TaKKe HEOOJBIIOE IMOTOMCTBO — CHTYallUs, KOTOpash MOKET BCTpeuaThCs MpHU
COXpaHEHHH HAa3eMHBIX MI03BOHOYHBIX, HampuMmep. OTHaKO B JaHHOW paboTe paccMaTpUBaeTCs Apyrast
CUTyalusi - KOTJIa MOMYJISAIUS OYCHb BEJIMKA, HO B Pa3MHOKEHHWH HA CaMOM JleJie y4acTBYET JIUIIb
OueHb HeOOJNbIIAasi YacTh MOMYISLUU, IMPOU3BOMAS BEChbMa MHOTOYHCICHHOE IMOTOMCTBO; METOT
BOCIIPOM3BO/ICTBA, KOTOPBI YIIOMWHAETCS B JIUTEPAType KaK «JIOTEpes YCIEIIHOTO Pa3MHOKEHUSD

(Hedgecock, 1994).

§7.1 UccnenoBanue CTAaTHCTUHYECKHUX CBOMCTB METOAa OLEHKH (P (PeKTUBHOM
YHMCJICHHOCTH MPOU3BOAMTEEH 10 U30BITKY IeTepo3uroT

B nanHoit pabore mpoBeieM HCCIIEOBAHME HEKOTOPHIX BBIOOPOYHBIX CBOMCTB D-OLIEHKH
3¢ deKTUBHON YMCIEHHOCTU NpousBoauteneil N,, npeanoxenHoil [lynoBkunsiM u ap. (Pudovkin et
al., 1996); a Taxxe MpoAOHKUM KOMITBIOTEPHOE MOJIeHpoBanue, Hadatoe B padote (Luikart, Cornuet,
1999), HO yxe mpu OONBIIMX pa3Mepax BBHIOOPKHM U Jyisi 0oJiee TOJHUAIUICNIBHBIX JIOKYCOB (C
BApbUPYEMBIM UHCIIOM aJlJIeNIel B KaXKIOM JIOKYCE).

Jlia uzyuenus 3¢ dexra BO3ACHCTBUS pa3IMyHbIX (PAaKTOPOB HA TOUHOCTH U JOCTOBEPHOCTH D-
OLICHKH pa3paboTaH HaOOP KOMIIBIOTEPHBIX MOJIENIEH; yuTeHbl Takue (aKkTOpbl KakK: pa3Mep BbIOOPKH,

KOJIMYCCTBO MCCICAOBAHHBIX JIOKYCOB, KOJHUYCCTBO ajIeNici B KaXKJOM HCCIICIOBAaHHOM JIOKYCC,
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dhopma pod It aUIETBHBIX YacTOT (OIMHAKOBBIE M HEOMHAKOBBIE YACTOTHI BCTPEYACMOCTH ajlIeTei
B JIOKYyC€, BKJIOUasi CUTYaLlMI0, KOTJa IPUCYTCTBYIOT PEJIKUE aJUIEIIH), a TAK)KE CUCTEMA CKPEILUBaHUS
XapakTepHas JiIs TMOMYJSIUK. boJblliee BHUMAaHUE YIACIHM CHCTEME CKPEIIMBAHHUS CO CIydailHBIM
00beIMHEHNEM TaMeT; HO TIOCKOJIbKY TaKasi CHCTeMa Pa3MHOXKEHHUS BCTPEYACTCSI HE 4acTO; MPOBEAECM
KOMITHIOTEPHOE MOJICITMPOBAHUE W IS JAPYIHX THUIOB CKPENIMBAHHUS: MOHOTaMHOE W TIOJHTaMHOE
MOMApPHOE CKPEIIMBAHWE, a TaKXKE TOJIUTUHUSA, TPH KOTOPOM OJWMH WM HECKOJIBKO CaMIIOB
OIUIOJIOTBOPSAIOT HECKOJIbKO caMOK. B mpolrecce KOMIBIOTEPHOIO MOJIENMPOBaHUS  Oynaem
WCIIOJNIb30BaTh OOJIBIIEE KOJWYECTBO HUTEPAMil Jisi JOCTIDKCHHS Oojiee HAICKHBIX PE3yJIbTaTOB
(10000 mpotuB 500 B (Luikart, Cornuet, 1999)). Tak xe ucnosib3yem OOJbIINE pa3Mepbl BHIOOPOK,
9TOOBI CMOJICTMPOBATH MOPCKHE BHJIBI, KOTOPBHIC MPOU3BOJAT OYCHH MHOTOYHCICHHOE TIOTOMCTBO
(MUIUTHOHBI 0CO0EH), TIPH 3TOM pa3Mep BHIOOPKH MOXKET OBITh OUEHBb OOJIBIIINM, OTPAHHYCHHBIM JIUIITH
MPAKTUYECKUMHU COOoOpakeHusiMu. Kpome TOro, B COBPEMEHHBIX HCCIEAOBAHUSIX C HCIOJIb30BAaHUEM
MHKpocaresuTHeix MapkepoB JIHK wywucmo amneneit cerperaiim B JIOKYCE 3a4acTyl0 MOMKET
coctaBiaTh 20 u 6osee (Hanpumep, (Launey et al., 2001)); 3HaYUTENHHO U YUCIIO JIOKYCOB, IOCTYITHBIX
JUIA MCCIIe0oBaTeNe, U OHO TOXE pacTeT C KaxabIM rojoM. [loaToMy BBIOOpPKH, BKIIIOYAIOIIHME
HECKOJIbKO COTEH 0c0o0ei ¢ 1BaaThio U 00Jiee UCCIe0BAHHBIMU BEICOKONIOJIMMOP(HBIMU JTOKYCaMH,
HE SBISIOTCA HepeadbHbIMU. KOTM4ecTBO MapKepoB, BEPOSITHO, BBIPACTET €lIe OOJbINe, TaK Kak
MCII0JIb30BAHNE METOJIOB BBICOKOTIPOM3BOJAUTEIBLHOIO IEHOTUITHPOBAHUS OJUHOYHBIX HYKIICOTHIHBIX

noumopduszmoB (SNP) paszpacraercs (Morin et al., 2004).

7.1.1 Hmumauuonnas mooesin

Pa3paboTanHas KOMIbIOTEpHAs MOJENb UMHUTHUPYET CIEAYIOIIYI0 €CTECTBEHHYIO CHUTYAIHIO:
MIPOLIECC Pa3MHOXKEHHSI B OU€Hb OO0JIbLION (OECKOHEYHON) MOMYISIIMM BBICOKOPOU3BOAUTEIHHOIO
BUJa (HampuMmep, MUAUM, YCTPHUIbl, MOPCKOM €X, WIM Mopckas pbioa). M3-3a kakux-nn6o
9KOJIOTMYECKUX OrpaHUYEHUM, HalpuMmep, OTCYTCTBHE IHUIIM B CJIO€ BOJbI, THET XWUIHUKOB WIH
[IEPEHOC T€YEHHEM OOJIBIIMHCTBA JMUYMHOK B MECTa HENPUTOJHbIC JUIS JKU3HH, JIMIIL KpailHe manas
4acTb HEPECTOBOM MOMYNSIIMM BBIUTPBHIBAET B 3TOHM «IOTEpee CaMOBOCHPOU3BOACTBA» M YCIEUIHO
BKJIQJIbIBAaET B uccienyemoe nokojenue monoau (Hedgecock, 1994; Hedrick, 2005). Takum oGpazom,
BCE IMOTOMCTBO (JMYMHKM WJIM MOJIOJIb) MPOU3BOJUTCS OTPAHUUYECHHBIM YHCIIOM pPOJIUTENEH,
CITy4aitHIM 00pa3oM BBIOpAHHBIX U3 OOJIBIION POAUTENHCKON MOMyIsiiuu. MccnenoBarenb mbITaeTCst
OLICHUTh KOJIMYECTBO POJUTENIEH, KOTOpPbIE MPOU3BEIM KOHKPETHYIO MOMYJALHIO MOTOMCTBA, IO
BBIOOpKE M3 3TOM momynsiuuu mMojionu. I[IpoBoauTcst uccienoBaHue OOJIBIIONO KOJIUYECTBO JIOKYCOB

Ka)KJI0TO UHIUBUYyMa BBIOOPKU U cTpouTcs D-oueHka (7.1) koimdyecTBa MPOU3BOIUTENEH.
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PaccMoTprM OCHOBHBIE IIard UMUTALIMOHHOTO MOAEIMPOBAHHUS:

1.  BBOI MCXOOHBIX MapaMETPOB MOJEINH:
a. KOJMYECTBO MCCIIEYEMBIX JIOKYCOB;
b. KoiMyecTBO ajuiesell B KaKJIOM UCCIETYEMOM JIOKYCE;
C. YacTOTHI AJUIEJIEH B POAUTEIILCKOM MOMYJISIIUN;
d. KoJIMYecTBO MPOM3BOJUTENEH (MOJEIBLHOE UK UCTUHHOE N});
€. pa3Mep BHIOOPKH U3 TOMYJISIIIUN TOTOMCTBA;
f.  KOJTMYECTBO MOBTOPHBIX IPOTOHOB MPOTPAMMEI, K.

2. T'enepanus Oonpiioi Xapau-BaitHOeprckoii MOmy sy M0 331aHHBIM aJUICJIbHBIM 4acTOTaM;

3.  Boibop M camuoB u N caMOK C HPUCBOEHHEM WM CIy4alHbBIX I'€HOTHUIIOB M3 00IIeld 0a3bl

AOCTYITHBIX T'CHOTHIIOB,

4.  OObenuHEHUE POJIUTENBCKUX raMeT W reHepauuss OeCKOHEYHOM MOMYNSIIMM NOTOMCTBa (Ipu

Pa3IMYHbIX CXEMaX Pa3MHOXKEHUS);

5. HOJ’Iy‘ICHI/IC BBI60pKI/I M3 IMOTOMCTBA; BBIYHUCJICHHEC €€ I'CHCTHYCCKHUX IMMapaMCTpPOB; CPABHCHUC
BBI60pO‘-IHBIX OII€CHOK C MOJCJIBbHBIMHAU (pCaJ'IBHBIMI/I HOHy.]'IfIIII/IOHHBIMI/I) 3HA4YCHUSIMU U

COXpaHEHHUE Pe3yIbTaTOB CPAaBHEHUS;
6.  IloBTopenue maroB 3 - 5 K pa3 (B HameM uccieaoanuu K = 10000);
7.  IlomyueHue oOIIMX CTATUCTUK U BblJaya pe3yJbTaToB.

Bxoonwie napamempuoi

HJ’I?[ CTaHJapTu3allui  BXOJHBLIX  IIapaMCTPOB 110 TeHEeTHYECKOl HM3MEHYMBOCTH U
KJ'IaCCI/I(bI/IKaIII/II/I Pa3JIMYHBIX IMPOMOJCINPOBAHHBIX CI/ITyaIII/II\/’I ObUIM MCIIOJIb30BaHBI CJICOYIOIINEC

BBIOOPOYHBIE XapAKTEPUCTUKHU:
® KOJHMYECTBO ajuielieil B JOKyce (n);
e oOmree yuciio ajieneit (CyMMUPOBaHHOE IO BCEM JIOKycaMm) (7.);

e oOImIee Yrciio HE3aBUCUMBIX ajuieiel BO BCEX JIOKycax (7).
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Hcnonp3oBanuchk ABa BHAA NpO(QUIEH auIeNbHBIX YacTOT: OJHOPOJHBIN (BCE aulend MMEIU
OJINHAKOBYIO YacTOTY) U «TPEYrojbHBIN» (4acTOTHI ajljiesiell yObIBalIM IO MOPSIKY; HAIpuMmep, AJs

MATH-AJUICIIBHOTO JIOKyca yacToThl Obutn cinexyromumu: 0.60, 0.20, 0.10, 0.08 u 0.02)

7.1.2  Pacuem 6b160pouHbIX CHIAMUCMUK

JIist KakJIoM OTACNBbHOW BBIOOPKH MPOU3BOJUIIOCH BbIymciieHne CenaHIepOBCKOTO HHIEKCA
n30bITKa (Mu aeduimra) rerepo3urot (Selander’s, 1970) mo dopmyne (7.2). 3nece D npencraBisieT

co0O0li B3BELLICHHOE CPEIHEE OT dj [0 BCEM 1 AJUIEIISAM U k JIOKyCaM.

D= 2wy dy (7.2)

b
2 Wy
rJie CyMMHPOBAHUE [POU3BOLUTCS [0 BCEM aJUIeISIM M JIOKycaM, d;; = (H, o -H ¢ )/ H e; M Wi~ BeC

i-ro annens B j-M nokyce; w; = VN, - [(n-1)/n;], n; — 970 KONMMUECTBO anneneii B j-M JoKyce, , N; -
KOJIMYECTBO UHIAUBUAYYMOB, UCCIEIOBAHHBIX MO j-MY JIOKYCY.

beuo  mpoBeneHo  mpenBapuTenbHOE — HMCcleoBaHWE (MPOTOH  mporpamMm)  dddekra
HCIIOJIb30BaHM B3BCHICHHBIX CPEAHUX dy’ I IMOJIY4YCHUSA D-OIICHKI/I Nb OTHOCHUTCJIBHO IIPOCTOTO

YCPEIHEHUS dji 10 BCEM JIOKYCaM.

0jj

H, wu H, - naOmopnaemas U OXHJaeMas TI€T€PO3UIOTHOCTb, COOTBETCTBEHHO, AN i-IO
g
aulens B j-M  Jokyce. [lns TONManiIenhHOTO JIOKyca paccMaTpHBaeMble  T'€TepO3HTOTHOCTH
BBIYHCIISIFOTCS CIIETYIOIINM 00pa3oM 10 KaXKI0MY aJlIelTio:
hl —i .
H, =—— , rne h;; — 3TO KOJMYECTBO BCEX TIETEPO3UTOT MO i-My auieno (T.e. BCe
J
reTepO3UT0Thl, BKIIIOYAIOLIUE aJIJIelb | U JII000H pyroi amiens (He i ), j-oro jokyca). PaKkTU4YecKH,

MOJIMAJIEbHBIN CIlydyail CBOJAUTCS K 71 AUAJUIETbHBIM (T]I€ 7 — KOJIMYECTBO ajljiesiel B JIOKYyCe).

H, —HecmelleHHas OIEHKAa OKHUJIAEMOW TeTEepO3UrOTHOCTU IO i-My aIeNI0 j-ro JIOKyca:

€

H, =2p;(1-p;)- (2le) , T1€ p;j — BBIOOPOYHAs OLIEHKA YaCTOTHI i-I'0 aJIJIeNs j-IO JIOKYca.
g . — :
J

Jisa cpaBHeHus dS(]dexTa HUCHOJIB30BaHUS CMELIEHHOW (0e3 rayccoBCKOM IONpPaBKU) U

HECMEIIEHHOM (C mompaBkod) oueHku [{, npu pacuere D-oueHkn N, Takke OBLIO NPOBEIEHO
ij

npeaABapUTCIBHOC UCCIICAOBAHUEC C IOMOLIIBIO HMHUTAIIMOHHON MOJICIIH.
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Pacuer 95%-x nmoBeputenbHbIXx uHTEpBaIOB (CI) omeHku N, TPOU3BOAWICA CIEAYIOIIUM

oOpa3om. CHauana paccuuThiBasiach cTaHaapTHas omuoka (SE) onenku D:

SE = (7.3)

ZZW af2 d;; /ZZW ZZWU-
ZZ%Z T
L2My | L2y

[Tokaxem, yto (7.3) naer HecMelleHHYIO OLIeHKY aucnepcuu D. [locuntaem matemaruyeckoe

0’KMJIaHHE IPOCTON SMIIMPUYECKOM qucnepcuu D:
2
2 22wy |~ 22wy

M@ﬂ:MZIMdWZZ%-JJEEMWNZZM/ = M[d2]~ L
i ij i '
22w
i J

T.e. mig ycTpaHEeHUs! CHCTEMATHYECKOTO CMEUIEHUS, 3aHIKAIOIIET0 HCTUHHYIO TUCIIEPCUIO OLIEHKHU D,
HEO0OX0IMMO JTOMHOXXHUTbh HMCXOAHYIO (OPMYIly SMIHMPUYECKONW AMCIEPCUH Ha BEIMYMHY, OOPAaTHYIO

CHUCTEMAaTUYECKOMY cMerieHuto (k):

L2V
i
2 b

ZEwy | ~EXw

M pa3IeiauTh Ha KOIHWYECTBO HAOIIOACHUIH n:—1). B pesynprate moayunm ¢opmyny (7.3), xoropas u
p j pesy yq pMYyITy Y
J

HCII0JIB30BaJIaCh B pacyeTax.

Hanee Boruncinsercs 95% noseputensHbiil uuTepai (Cl) mis D, rae Bepxuss rpanuna (UL) =
D + ty95 (SE) m mmwxkuss (LL) = D — 1995 (SE); t)95 3Hauenue t-pacupenencHusi CTbrOAeHTa A
COOTBETCTBYIOIIETO YKCIIa CTEIEeHe CBOOOIBI (B HAIIEM CITydae dTO 7., — OOIIEe YUCIIO HE3aBUCHMBIX
aiseneld, CyMMHpPOBAaHHOE IO BCEM JIoOKycaMm). Jlanmee onpeaensioTcss BEpXHUW W HUKHHUM Mpeiesnsl
JOBEPUTENBbHBIX MHTEPBAIOB N, o HaiineHHbIM UL u LL oT D, myreM NOACTAHOBKH ITOJIYYEHHBIX
3HaueHuil B popmyny (7.1).

OnuceiBaeMblii MeTOJ OLEHKH N (IO TeHOTHIIaM IOTOMCTBA) PEAJU30BaH B IpOrpaMMe

NB _ HetExcess (Zhdanova, Pudovkin, 2008).
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OneHku Np, BBIYMCIEHHBIE B KaXIOM MOJEIbHOM IPOTOHE, TOJY4YEHbl W3 CpPEIHHUX
apudmernueckux 3HaueHui Bcex D u3 10000 moBTOpHBIX reHepaluii, nojacraBieHHbIX B (7.1); B TO
Bpemsi kak B pabore (Luikart, Cornuet, 1999) ucnonb3zoBasoch cpenHee rapMOHHYECKOE. OTU
BBIYMCIICHUS TIOJPa3yMEBalOT, YTO BCE BBIOOPKH HMMEIOT PaBHYIO 3HAUMMOCTh U 4TO D sBiseTCA
HOPMaJIbHO pacrpeaeseHHOW BeluyuHOU. IlockonbKy TOYHOE pacipeneneHue BeauuuHel D He
U3BECTHO, ObUIN MPOBEJCHBI IPEIBAPUTEIbHBIE UCCIIEIOBAHMS, KOTOPBIE MOKA3aJIU, CHMMETPUYHOCTD
M KOJIOKOJI000pa3Hyto ¢dopMmy pacmpeneicHuss D ¢ MenMaHoW W cpeAHuM B mpeaenax 1% apyr ot
npyra. BepHOCTh MaHHOTO TOJAXOJa TOJATBEPXKIACTCS TEM, 4YTO MosydeHHoe cpemnee (mo 10000
PEIUIMK) OLIEHKH OLIMOKH BBIOOpOYHOCTH SE mMpakTHYecKH COBMAJAeT ¢ HACTOSIIUM €€ 3Hau€HUEM
(xononku SE u SD B Tabnuue 7.5).

JUis OLIEHKM JIOCTOBEPHOCTH M TOYHOCTH D-olleHKH N, B MOJEIMPOBAHUU HCIOJIB30BAIHCH
CJIEyIOIe CyMMAapHbI€ CTATUCTHKU:
e cpennee 1o BceM 10000 oneHOK A5 KaXKI0W uMuTauu Bmecte ¢ 95%-m nuanazoHom (ot 250-
oro 110 9750-0oro 3Ha4eHUsI B YIOPSAIOUYEHHOM PsiLy);
® JI0Ji1 PEIUIMK, JUIsl KOTOphIX 95%-€ JOoBepUTENIbHbIE HHTEPBaJIbl HE MOKPBUIM MOJEIBHOE
3HaueHue N, — 3Ta BEJIUMYMHA IPEJCTaBIsIET cOO0M M3MEpPEeHHE TOYHOCTHU paccMaTpUBaeMOM

OLICHKH U TPOILEe MOXKET ObITh Ha3BaHA «BEPOSATHOCTHIO MIIM YACTOTOM OMIMOKM» 10 aHAJOTUHU

¢ omuOKo# [-ro posa B CTATUCTHYECKUX TECTAX;

e OTHOIIEHHE cUTHA/myM D K ee ctaHmapTHoMy oTkioHenuio (SD) mo Bcem 10000 permuk

MMHTALUH, KOTOPOE U3MEPSIET TOUHOCTh UTOTOBOM OLIEHKHU N,

7.1.3 Pe3ynomamot umumayuoHHO20 MOOEAUPOCAHUA

Jist omenku addexra pazIUYHBIX METOJOB pacueTa BBIOOPOYHBIX CTATUCTUK OBLIH

BBIIIOJIHCHBI MMPCABAPUTCIIbHBIC ITPOTOHBI MOACIIBHBIX ITPOrpaMM.

B YaCTHOCTH, JJIsI BBIYHCJIICHHUS OILICHKU n30BITKA reTepo3uroT OBLIO PEIICHO HCIIOJb30BATh
B3BELICHHOE CpelHee dj; C YMCIOM HE3aBHCHUMBIX ajuleNiell B KaKAOM JIOKyce B KauecTBE BECOB (IIpH
YCIIOBUH, YTO pa3Mep BBIOOPKHU IO BCEM JIOKycaM OJMHAKOB). Takoe B3BEIIMBAaHUE BCETAA JIAET UYyTh
3aBBIINICHHBIC OILICHKU Nb OTHOCHUTCIIBHO PE3yjibTaTa HC B3BCHICHHBLIX OLCHOK; CTOUT OTMCTUTL, YTO
cMmenienue npenedpexxumo Mano (Tabmuma 7.1). Hambonpinas pa3sHuiia MeXay B3BEIICHHBIMH U HE
B3BeIICHHBIMU cpenHuMu paBHa 0.063 (Tabmmma 7.1, mis TpeyrojapHOTO aUIEIBLHOTO Tpoduiis u
MojenbHOro N = 40) u ocTaercs MOCTATOYHO MAaJOM OTHOCHUTENIBHO 95%-r0 Auama3zoHa JUIsi 3THX
onieHoK (ot 24.7 no 120.8, Tabmuma 7.4). IIpenmyiiecTBO B3BEIICHHON OIEHKH COCTOUT B TOM, YTO

Onmarojaps B3BEIHMBAHHUIO TOYHOCTb [-OLEHKU YBEJIMYUBAETCS, YTO BBIpAXKAE€TCd B YMEHbBIICHUU
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BeposTHOCTH omuOku (Tabmuma 7.1), koTopoe Hanbosiee OYEBHAHO, €CIIM MOJAEIbHOE Nj, pazMep
BBIOOPKU MM 0Olee YMCI0 HE3aBUCHUMBIX ajuieneil n. Mano. Hampumep, npu moxaensHoMm N, = 10,
OJTHOPOJTHOM TpOoQuIIe aJIIEIBHBIX YaCTOT U pazMepe BbIOOpkH 500 ocobeit, BEpOSATHOCTH OMIUOKH IS
B3BCIIICHHOW M HE B3BemeHHOH onleHKu coctaBisieT 0.054 u 0.062, cOOTBETCTBEHHO; MPU MOJICTHHOM
Np = 30 u Takux K€ APYrux rmapaMmerpax, BEPOSITHOCTH OIIMOKH I B3BEIICHHON M HE B3BEHICHHOM
ouenku cocraBuia 0.054 u 0.058, coorBercrBeHHo (Tabmuma 7.1). [loaToMy MMEHHO B3BElIEHHAs

OILICHKa Oblj1a UCIIOJIb30BaHa JUIS JajdbHEHIIEro MOACIIUPOBAHUA.

Tab6auna 7.1. CpaBHenue 3¢dekra TMPOCTHIX CPEIHUX W B3BEHICHHBIX (M0 YHUCITY HE3aBUCHUMBIX
ajuIenei) CpeAHUX IO AUIENSAM U JIOKycaM H30BITKa I'eTepO3UroT dj Ha OLEHKY N, W BEPOSTHOCTH

omunoKu. *
BeposatHocTte  BeposiTHOCTB
[Ipoduns Omnenka Np Ornenka N, uepes OIHOKH, OIHOKH,
aJIETBbHBIX Mogens  yepe3 mpocTtoe B3BELICHHOE mpocToe B3BELICHHOE
4acToT HOe Nj cpenHee dj; cpenHee dj; cpenHee cpenHee
OJTHOPOTHBII 10 10.079 10.082 0.062 0.054
TPEYTrOJIbHBIN 10 10.063 10.069 0.071 0.064
OJTHOPOTHBII 20 20.252 20.261 0.057 0.052
TPEYTrOJIbHBIN 20 20.331 20.335 0.063 0.055
OJIHOPOJHBIN 30 30.403 30.420 0.058 0.054
TPEYTrOJIbHBIN 30 30.565 30.594 0.062 0.058
OJIHOPOJHBIN 40 40.569 40.580 0.052 0.050
TPEYTrOJIbHBIN 40 40.876 40.939 0.062 0.057
OJIHOPOJHBIN 50 50.593 50.648 0.060 0.056
TPEYTrOJIbHBIN 50 50.971 51.015 0.060 0.056

*MIMATAIIMIOHHOE MOJICIIMPOBAHNE BBITIOJIHEHO 10 16 JOKycaM ¢ pa3IMYHBIM YHCIIOM ajuieniein
(1 moxyc 2-amnensHbIi; 3 - 3-aenbHBIX; 5 - S-amenbHbIX; 4 - 10-amensHbiX U 3 - 20-aienbHbIX;
Bcero 120 He3aBUCUMBIX ajuiesie mo BceM 16 jiokycam), ¢ GUKCUPOBAHHBIM pa3zMepoM BeIOOpkH — 500
WHJMBUIYYMOB M3 TIOMYJISIIIUM TIOTOMCTBA JUISl MATH PA3JIMYHBIX MOJEIBHBIX 3HAUYCHHSIX N, U JBYX
BU/JIOB aJIJIEJIbHBIX Ipo¢uiei (0AHOPOAHBIN U TPEYTOJIbHBIN).
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[TonoxurenbHbl 3pPEKT MPUMEHEHHS FayCCOBCKOM MOMpPaBKU JJIs MOIY4YE€HUs HECMEILEHHOM
OLICHKU OXHUAAaeMOH TreTepo3urotHoctu 2Nj/(2N; -1) 3amereH paxe npu OOJIBIIMX BBIOOPKAX,
paccMaTtpuBaeMbIx 371ech (00b19HO Oosiee 200 ocobeit, Tabnuma 7.2). Hanpumep, ipu moaensHoM N, =
20, pa3mepe BeiOOpKH 500 ocobeii u 30 okycax ¢ 5-10 ayuiensiMu (OJHOPOIHBIN ajUIeTbHBIN PO dUITH)
npuOmmkeHue N, OpU HUCHOJB30BAaHUM HECMELIEHHOW OLIEHKH OXHAAeMON TIeTepO3UTrOTHOCTH
okasbiBaeTcsi paBHoi 20.070, B TOo BpeMs Kak cMelleHHas olleHKa jaer cpeaHee 19.313 mo tpem
HE3aBHCHMBIM IPOrOHAM HMMHTALUW, NpuBeaeHHbIM B Tabmuue 7.2. Kpome TOoro, oTHOCHTEIBHO

CMEILIEHHOM, HECMEILEHHAs OIEHKAa 0KUAAEMOM reTepo3UroTHoCTH H, naetr 0osiee OJM3KYIO OILEHK
e y

qrclia IPOU3BOIUTENEH K peaIbHOMY (MOJIeNbHOMY) N, Ul LIENIOTO psijia ciaydaeB (pa3IMyHOro Yucia
ajuiesiedl W JIOKYCOB). DTH Pe3yJbTaThl CTadd OOOCHOBAaHHWEM JUIsI WCIIOJIB30BAHUS HECMEIIEHHOM
OLICHKH B JlaJIbHEHILIEM UCCIIEJOBAaHUH.

OTnenbHBIM 3Tall MOJEIUPOBAHUS ObUI MOCBSILEH ONPEAEICHUI0 CIIOcO0a B3BEIIMBAHUSA djf
KOI/Ia MMEETCS HE OJMHAKOBOE KOJMYECTBO HCCIEJIOBAHHBIX WMHJMBUIYYMOB IO JIOKycaMm (Takas
CUTYyallMsi HEPEIKO BCTPEYAEeTCs B pealbHbIX JaHHBIX M3-32 BO3MOXKHBIX HEyJIad B Mpoliecce
reHotunupoBanus). CpaBHUBAINUCh TPHU pa3Iu4HbIX Beca: (1) yuCiiO MCcaea0BaHHBIX MHAUBUIYYMOB
10 JaHHOMY JOKycy N;, (2) - N,~2 u (3) \/N, OnTuMaNbHBIM U3 TMEPEYUCICHHBIX OKA3aJICsl MOCICTHUN
MeToJ B3BemnBaHuHs. OLEHKH, NOTY4EHHBIE C MCIOJIb30BAHHEM B3BEUIMBAHHS 110 VN, (BBIICICHBI
*UpHbIM B Tabmuue 7.3) oka3piBalOTCS ONMKE K MOAEIBHOMY Nj, OTHOCUTEIBHO HE B3BELICHHBIX,
MMEIOT MEHBIIYI0 CTaHAAPTHYIO OIIHMOKY, BEpOSITHOCTH omunOku Omke k 0.05 u Oonee y3kuih 95%

)IOBCpI/ITCJ'IBHBII\/’I HHTCPpBAJI.
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Tabauna 7.2. CpaBHEHHE OLICHOK Nj, TOJTYYCHHBIX C TIOMOIIBI0 CMEIICHHONW U HECMEIICHHONW OLIEHKH
0’KHUJJaeMOMN T€TePO3UTOTHOCTH *

Ouenka N, uepe3  Ouenka N, uepe3

KomnuectBo KommuectBo MogensHoe  Pasmep HE CMEUIECHHYIO CMEILIEHHYIO
aienen JIOKYCOB Np BBIOOPKH T€TEPO3UTOTHOCTH TE€TEPO3UTOTHOCTH
2 30 20 500 19.848 19.107
3 30 20 500 19.945 19.197
4 30 20 500 20.052 19.296
5 30 20 500 20.061 19.304
10 30 20 500 20.213 19.445
5 5 20 500 20.127 19.365
5 10 20 500 20.020 19.226
5 20 20 500 19.982 19.231
5 30 20 500 20.018 19.265
5 40 20 500 20.060 19.303
5 30 10 500 10.049 19.859
5 30 20 500 20.016 19.263
5 30 30 500 30.183 28.490
5 30 40 500 40.032 37.098
5 30 50 500 50.252 45.703
5 30 20 50 20.984 14.875
5 30 20 100 20.283 16.927
5 30 20 200 20.225 18.406
5 30 20 500 20.134 19.372
5 30 20 1000 20.059 19.673

*Bo Bcex HMMUTAIUSAX HCIOIB30BAJICA OJHOPOIHBIM MpPOGUIL YaCTOT aJuleliel; 4HCIa,
BBIJICJICHHBIC JKUPHBIM IIPU(PTOM B KXKJIOM pasjiere, yKa3blBalOT Ha KOHKPETHBIN MapaMeTp, KOTOPBIH
b
H3MEHEH.
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Taoauna 7.3 D¢ dexT B3BemMBaHUA dj;; C BECAMU PaBHBIMH KOPHIO KBaJJpaTHOMY U3 pa3Mepa BIOOPKHU
110 JAHHOMY JIOKYCY NN; (BBIIEIEHO KUPHBIM)*

Bapuaut Ny p SE SD  95% nuana3oH
4e/nw 10.2 0.061 0.021 0.021 5.8 10 52.0

4e/w 10.2 0.053 0.020 0.020 6.0 no 38.1
4t/nw 10.4 0.075 0.020 0.022 5.8 no 64.1
4t/w 10.3 0.069 0.019 0.020 5.9 no41.8
10e/nw  10.6 0.053 0.010 0.010 7.8 no 17.2
10e/w 10.4 0.053 0.009 0.009 7.8 n016.0
10t/nw  10.5 0.065 0.012 0.012 7.3 no 20.4
10t/w 10.4 0.062 0.011 0.011 7.3 n018.3
38ia/nw  20.2 0.055 0.011 0.011 11.4 no 136.2

38ia/w  20.2 0.050 0.010 0.010 11.7 no 81.8

*Bo Bcex mMmurTammsx BbeIOOpKa cocrosuia u3 10 JO0KycoB; mpudeM 6 JIOKYCOB BKIIOYAIH
nanHeie o 200 uamUBUAYyMaMm U 4 ocrtaBmmecs Jiokyca — o 50 mHauBHUIYyyMOB. VMcmonb30BaHbI
cienyonye 0003HaueHUsT BapUAaHTOB BXOJHBIX IApaMETPOB: HA MEPBOM MECTE€ CTOMT KOJIMYECTBO
aisenel, nanee npoduip amenbHbIX 4acTOT (OJHOPOJHBIM — €, TPeyroJibHbI — t, IEPEMEHHBIN ¢
Oo0IIMM YHCIIOM HE3aBUCHUMBIX ajuienedl 38 — 38ia) m B KOHIIE — HCIOJIB30BAJIaCh JIM B3BEIICHHAS
OlIEHKa (W C BBIJCJIIEHHEM TEKCTa KMPHBIM MIPU(PTOM) WIM HE B3BelleHHas (nw). N, — OleHKa
YUCJIEHHOCTH IPOU3BOJUTENEH, p — BEpPOSTHOCTh owmuOku, SE — mapamerpuyeckoe cTaHIapTHOE
oTKJIOHEeHHE, ycpeaneHHoe 1o Bcem 10000 perummkam, SD — peaibHOE CTaHAAPTHOE OTKIOHEHHE OT
cpenHero BeiOopouHOM oueHku D; 95% nuanason 3Hauenuit N, noyden no 10000 peruiuk.

Jlanee ObLJIO BBINOJIHEHO HUCCIIEI0BAaHUE NOBeAEHUS D-OIEHKH Ul psajia MOJIEIbHBIX 3HAYEHUI
N, (10, 20, 30, 40, 50 u co, Tpy OTMHAKOBOM KOJMYECTBE CaMIlOB U caMmok; Tabmuna 7.4). B xaxmoit
MMUTALUU pa3Mep BbIOOPKH, B3SITON M3 MOMYISILIUM MOTOMCTBa, ObL1 paBeH 500 ocobeli; n3MEHsIIOCh
KOJIMYECTBO ajiellel M JIOKYyCOB B BBIOOpKAaX, HO OCTaBaJOCh IIOCTOSIHHBIM OOIee YHCIIO
HE3aBUCUMBIX aJlIeNIe IO BCEM JIOKycam 7., = 120. B ogHMX BapuaHTOB UMHUTAIMI KCMOJB30BAIOCH
30 5mokycoB ¢ 5-10 aiensiMu («OJMHAKOBbIE» B IMepBOil KojioHke Tabmuuel 7.4), B apyrux — 16
JIOKYCOB C Pa3JIMYHBIM YUCJIOM ajuiesiel B KaxaoM (ot 2 1o 20; «pa3Hbie» B IEPBOM KOJIOHKE TaOmuIisI

7.4). Tlpodums dwactoT ayieneil BHIOMpanCsS «OAHOPOJHBIN» WM «TPEYrOJbHBIN» (KOJIOHKA 2,

Tabmumwr 7.4).

176



Tabumua 7.4. D-onieHKa MOJIENBHOIO 3HAU€HUs Np; Ul KaKJIOrO 3HAYEHHs] YEThIpe pa3IMyHbIe
KOMOHMHAIMK: paBHOE U Pa3IMYHOE YMCIIO aJuleiel B JIOKycaX, OJJHOPOIHBIA U TPEYrOJIbHBIN MPOPHIIb
aJIJIeNIbHBIX YacToT™

Koun-Bo [Ipoduns Bepost- o UL=
ajuiesie B ayenbHblx  Mogenb-  D-oleHKa HOCTh

JIOKycax 4acToT HOE NV, Ny 95% nuama3oH  OImIMOKH =00 D/SD
OJIMHAKOBOE  OJIHOPO/IH. 10 10.0 8.1to 13.3 0.058 0 7.61
OJINHAKOBOE TPEYIOJIbH. 10 10.1 7.91to0 13.5 0.059 0 7.29
pazIuyHOe  OJHOPOJIH. 10 10.1 8.1to 13.1 0.054 0 7.95
pazIMyHOE  TPEYTOJIbH. 10 10.1 7.91t0 13.4 0.064 0 7.09
OJIMHAKOBOE  OJIHOPO/IH. 20 20.0 14.5 to 32.0 0.052 0 5.12
OJIMHAKOBOE TPEYTOJIbH. 20 20.2 14.7to 32.4 0.062 0.1 5.12
pazIuyHOe  OJHOPOJIH. 20 20.2 15.1to 30.5 0.053 0 5.57
pa3IMyHOE  TPEYTOJIbH. 20 20.3 15.0to 31.4 0.055 0 5.57
OJIMHAKOBOE  OJIHOPO/IH. 30 30.2 20.1to 61.9 0.047 3.4 3.85
OJINHAKOBOE TPEYIOJIbH. 30 30.2 20.2t0 61.3 0.059 2.8 3.85
pazIuyHOe  OJHOPOJIH. 30 30.4 20.7 to 59.6 0.054 2.2 4.03
pazIMyHOE  TPEYTOJIbH. 30 30.6 20.9 to 59.0 0.058 2.1 4.03
OJINHAaKOBOE  OJITHOPO/JIH. 40 40.0 243t0 121.2 0.051 16.3 2.94
OJINHAKOBOE TPEYIOJIbH. 40 40.8 24.7t0 120.8 0.058 15.3 3.01
pazIuyHOe  OJHOPOJIH. 40 40.6 25.1t0 108.2 0.050 13.5 3.16
pa3IMyHOE  TPEYTOJIbH. 40 40.9 25.3t0 107.6 0.057 12.3 3.16
OJIMHAKOBOE  OJIHOPO/IH. 50 50.2 27.9 to 288.6 0.053 32.5 2.40
OJINHAKOBOE TPEYIOJIbH. 50 51.1 28.3t0275.6 0.061 31.1 2.46
pazIuyHOe  OJHOPOJIH. 50 50.6 28.5t0 258.8 0.056 29.8 2.46
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Kon-Bo [Tpodwe Beposir- o UL=

ajuiesie B ayienbHblx  Mogenb-  D-oleHKa HOCTh
JIOKycax 4acToT HOE NV, Ny 95% nuama3oH  OmIMOKH =00 D/SD
pa3IMyHOE  TPEYTOJIbH. 50 51.0 29.2t0 229.2 0.056 26.5 2.46
OJINHAaKOBOE  OJITHOPO/JIH. 0 44,696 61.6 to 0.057 97.1 0.0
OJINHAKOBOE TPEYIOJIbH. 0 0 62.5 to 0.060 97.3 0.0
pazIuyHOe  OJHOPOJIH. 00 00 64.2 to oo 0.054 97.5 0.0
pazIMyHOE  TPEYTOJIbH. 00 00 63.6 to o 0.061 97.6 0.0

*Bce ucnosp3yeMble B MMHUTALMAX KOMOHMHAIMM BXOJHBIX IapaMeTpoB COJepKaT oolliee
YUCJIO He3aBUCUMBIX amenei — 120; pazmep BbiOOpku coctaBisier 500 ocobeit. B ciywasx, xorma
YHCIIO ajlIelied BO BCEX JIOKYCaxX «OJMHAKOBOE», MCCIEAOBAHBI TPUILATh S5-TU aJUIEIbHBIX JIOKYCOB.
Ecnu ykazaHo «pasnuyHOe» 4YHCIIO aijiened B JIOKycaX, uccienoBaHbl 16 sokycoB (1 jokyc 2-
aulenbHbIN, 3 — 3-amienbHbIX, 5 — S-amnenpHbIX, 4 10-amnenbabix U 3 — 20-ammensHBIX). % UL
0003Ha4yaeT MPOLEHT BEPXHUX TpaHull 95%-ro mnapaMeTpuuecKkoro JOBEPUTEIBLHOTO HHTEpBaJa
OILIEHKH Np,.

JIns BcexX pacCMOTPEHHBIX MOJEIbHBIX 3HAaUYCHUN Nj cpeaHee D-OLIEHKH OKa3bIBAa€TCA OYEHb
OJIM3KUM K HACTOAIIEMY 3HAYCHHIO MO0 BCEM YETHIPEM BapHaHTaM COYETAaHUM: KOJIMYECTBO ajuiesied B
Jokyce (0JMHAKOBOE/Pa3audyHOe) U MPOdUIb aJIeIbHBIX YacTOT (OJHOPOIHBIN/TpeyroibubIil). Ecin
K€ MOJIeNIbHAsl YUCIIEHHOCTh ITPOM3BOIUTENIeH OECKOHEUHa, TUana3oH OLleHOK N, OKa3bIBaeTCsl OYEHb
IIUPOKUM — OT JECSITKOB MHAWBHUIYYMOB JI0 OECKOHEUYHOCTH; CpeiHUE D-OLIEHKH TaK)Ke 0YEHb BEJIUKU
unu OeckoHeunbl. Ecnm ymcinenHocte mpousBoauteneit He Oosee 50 ocobeii (Tabmuma 7.4), To
cpenHue D-OLleHKH BbIIAIOT 3HAYEHUsI OUeHb Onn3Kkue K MojaenbHbIM Ny lupuna 95%-ro nuanasona
D-0o11eHOK yBEJIMYMBAETCS C POCTOM MOJEIBHOTO 3HaueHus Np, NpUYEeM JMana3oH SBISETCS
aCUMMETPUYHBIM — [IpaBasi €ro 4yacTh (OLIEHKH OOJbIlIKE, YEM CpeliHee) Beerna mupe JieBoi (PucyHnok
7.1a-r).

[Ipu MopenbHBIX N, MeHbIIUX JHO0 paBHBIX 30 — AMana3oHbl OLIEHOK JIOCTaTOYHO Y3KHE;
ogHako mipu N, paBHoM 40 wmm 50 nuama3oHbl 3HAYUTENBHO pacIUpsIOTCS. s uMuTauui, B
KOTOpBbIX MoOJeNbHOe 3HaueHue N, He mnpesbimano 30 ocoOel, MPOLEHT pPEIIMK ¢ OECKOHEUHOI
BepxHeil rpanuineit (UL = oo) moBepuTenbHOrO HMHTEpBasia OleHKH N, Hu3Kkui (Menee 5%, 7-as
kojioHka Tabmuupl 7.4). OgHako 11 OOJNBIINX MOJENIBHBIX N, 3TOT MPOLEHT CTAHOBUTCS OOJIBIINM;
Hampumep, pu MojieIbHOM 3HaueHUU Np=>50 MpOoLEHT OECKOHEUHbIX BEPXHUX IPAHUL] U3MEHSAETCS OT
26.5% mo 32.5%. Tem He MeHee, BEpOSTHOCTh OIMUOKHU (10JIs1 OIICHOK, /I KOTOPBIX MOJCIIbHOE N, HE

nmomnagaeT B 95%-ii moBepuTEIBHBIN WHTEpBai) Onu3ka K kemaemomy 3HaueHuto 0.05. TewneHims
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OIICHKHU 3aBBINIATh YHCICHHOCTH IMPOU3BOJIUTEINICH, KOTOpas pacTeT BMECTE C POCTOM MOJCIHHOTO
3Hauenuss N, (m npu N,=50 cocraBiser okoio 2%) mMoxHO yBuaeTh B Tabmune 7.4. Bemuuuna
3aBbILIEHUS OOJIbLIE JJIS1 TPEYroJIbHOTO MPOGUIIs aJUIETbHBIX YaCTOT U HEPABHBIX MO YMCIY ajlienen
nokycax. Iloxoxkue TeHIEHIMM IPOCMATPUBAIOTCA IPHU CPAaBHEHHWH BAPUAHTOB C YBEJIIMYMBAOLICHCS

MOJIHAJIIETFHOCTHIO JTIOKycoB (Tabmmma 7.5).

Tabmmua 7.5. D-ouenka Nb (MomenpHOoro Nb = 20) B MMHUTAaUUSAX C pa3IMYHbIM YpPOBHEM
MOJIMAJJIEILHOCTH JIOKYCOB*

Onenka Beposrta. %UL=  Ave.
L n ne Nei Np. OILIMOKH =00 SE SD D/SD

30 2 60 30 19.848 (o067  27.58 0.0103 0.0105  1.89

30 3 90 60 19.945  0.056 4.72  0.0073  0.0073 2.73
30 4 120 90  20.052  0.053 0.47 0.0058 0.0059 3.40
30 5 150 120 20.061  0.053 0.05 0.0050 0.0050 4.01
30 10 300 270  20.213  0.055 0.0 0.0030 0.0030 6.74
30 20 600 570 20.440  0.061 0.0 0.0017 0.0017 12.02
30 30 900 870  20.533  0.073 0.0 0.0013 0.0013 15.79
30 40 1200 1170  20.569  0.095 0.0 0.0010 0.0010  20.57
30 50 1500 1470  20.629  0.121 0.0 0.0009 0.0009  22.92
50 2 100 50  20.024  0.062 9.31 0.0080 0.0081 3.16
25 4 100 75  20.037  0.054 1.52 0.0064 0.0065 3.93
20 5 100 80  20.022  0.050 0.88 0.0061 0.0060 4.27
10 10 100 90  20.227  0.055 0.22  0.0051 0.0051 4.97

5 20 100 95  20.468  0.051 0.02 0.0042 0.0042 5.96

4 25 100 96  20.406  0.050 0.02 0.0040 0.0039 6.44
50 3 150 100  20.006  0.050 0.31 0.0056 0.0055 4.66
25 5 125 100  20.054 0.053 0.24 0.0054 0.0054 4.73
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Onenka Beposta. %UL=  Ave.
L n ne Nei Np. OILIMOKH =00 SE SD D/SD

20 6 120 100  20.150  0.050 0.26 0.0053 0.0053 4.80

Tabnuia mpoaomxaeTcs

10 11 110 100 20272 (048 027 0.0047 0.0047 538
5 21 105 100 20.396  0.054 0.0 0.0040 0.0040  6.28
4 26 104 100 20518  0.053 0.03 0.0039 0.0038  6.57

*[, — KOJMYECTBO JIOKYCOB; # - KOJMYECTBO ajljiesiell B KaXIOM JIOKYCe; M. - OOllee 4ucio
ajuiesiell BO BCEX JIOKyCaX; M. — KOJIMYECTBO HE3aBUCHUMBIX ayuiened; SE — crammaptHas ommOka
BbIOOpouHOW D, BblumcienHas no ¢opmyne (7.3) um ycpenHeHHas Mo BceM BblOOpkam; SD —
CTaH/IaPTHOE OTKJIOHEHHE OIIEHKHM D OT ee MOJEIbHOrO0 3HAa4YeHMsI MO BCEM pEIUIMKaM HMMTALUU;
D/SD — ortHomieHue curHai/iiyMm. JKupHbIM MIPUGTOM BBIAEICHBl 3HAYCHHUS] H3MEHSIOIINXCS
napaMeTpoB JIMOO OCTAIOUINXCS HEM3MEHHbIMU. Pazmep BbIOOpKH BO Beex ciydasx paBeH 500 ocoleit,
poUIIh 4aCcTOT ajlieNiel OTHOPOIHBIH.

Pesynbrarel MmonenupoBanus u3 Tadmuist 7.4 g 30-TH S-anenbHbIX JOKYCOB C OJTHOPOJIHBIM
npoduiieM ajuleNbHBIX YacTOT MOKa3aHbl Ha PucyHke 7.1a B kaudecTBe 0a30BOro BapuaHTa Jyis
HCCIIEIOBAaHUS TOT0, KaK M3MEHEHHE pa3Mepa BbIOOPKH, KOJIMYECTBA JIOKYCOB M ajliesiel BIMSET Ha
TOYHOCTh M JIOCTOBEPHOCTh D-OLIEHKH. YK€ NpU MOJeNbHbIX 3HaueHusx N, paBHbix 40 u 50
MIPOM3BOJIUTENSIM OYEBH/IHO 3HAUUTEIBHOE MEPEKPHITHE IUANa30HOB ITHX OLIEHOK C JHAla30HOM,
COOTBETCTBYIOIIUM OECKOHEYHO OOJbIION monmyiasuuu Np=oc. 3aBUCHUMOCTbH JHMAala3oHa OLIEHOK OT
pasMmepa BBIOOPKH 0CO0€H, H3B3ATHIX M3 NOmMyJsiuu mnotoMctBa, (oT 50 mo 1000 ocobei,
uccienoBaHHbIX M0 30-TH MATU-AJUIBJIEIBHBIM JIOKYCaM C OJHOPOJHBIM aJUIEIbHBIM HPOdUIIEM)
npejcTaBieHa Ha pucyHke 7.10. CpeagHue OLleHOK O4€Hb OJM3KU K MOJIEIbHOMY 3HaueHuto Np=20 mis
BBIOOPOK BCEX HCCIEAYEMBIX pa3MepoB, 0JIHAKO 95% auana3oH OLEHOK PE3KO Cy)KaeTcs MpHU pa3Mepe
BbIOOPOK, npeBbiatomeM 100 ocobeil. K ananornunomy cykeHHUIO 1Mana3oHoB D-OLIEHOK MPUBOIUT
U yBEJIMYEHHE KOJIMYECTBA MCCIEAOBAHHBIX JIOKYCOB, OT MATH J0 40 MATHAIIENBHBIX C OJJHOPOIHBIM
gacTOTHBIM TpodmieMm (PucyHok 7.1B), yBennueHHE JIOKYCOB COIPOBOXKIAETCS 3aKOHOMEPHBIM
YBEITUYCHUEM KOJIMYECTBAa HE3aBUCUMBIX ayuiened n. (Pucynok 7.1B). Takke cyxaercs AWamna3zoH
OLICHOK C YyBEJIIMYEHHEM uucia ajeneidl B KaxJaoM u3 30-TH MCClIeOBAaHHBIX JOKYCOB (CHOBa

COTIPOBOXIAEMOE POCTOM UYHCIIa HE3aBUCUMBIX ajuiesiel n.; - Pucynok 7.1r).

N3meHss koJIMuecTBO JOKYCOB M allIeJie B HUX, NMPU YCIOBHHM HE U3MEHEHHS OOIIEro yucia

HE3aBUCHUMBIX aJUleNied N, U1 JABYX MojaenbHbIX 3HaueHuit Np: 10 m 30, - Obul BBITOJHEH
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CPaBHMUTEJbHBIA aHAIU3 BIMSIHUS HA KAUeCTBO OLIEHKHM KOJIMYECTBA ajuleJieil U JIOKYCOB; paCCMOTPEHO
JIB€ CUTyalUUu: OOJBILIOE YHCIO JIOKYCOB B MajblM KOJIMYECTBOM ailjiesied B KaXIOM IpPOTUB
HEOOJIBIIOr0 4Kcia BhICOKO-MOJIUMOPPHBIX JOKycoB (PucyHok 7.2). Bo Bcex mpomoJiennpoBaHHbIX
cirydasx oO0IIee YMcio He3aBUCUMBIX alljlesien 1., 0im3ko K 100, a KoJIM4ecTBO JIOKYCOB MEHSETCS OT
Tpex 10 100 (COOTBETCTBEHHO, KOJIMYECTBO ajuienielt B Jiokyce u3Mensiercs oT 100 mo nByx). Bo Bcex
CITyJasix TIOJIy9eHHBIC CPEHUE OIEHOK OKA3aJIMCh OY€Hb OJM3KM K MOJACIBHOMY 3HaueHUI0 Ny, 95%-i1
nuana3oHbl D-OIIEHKM TakKe M3MEHsSIeTCsl OueHb cjabo, XOTS 3aMEeTHO HEOOJIBIIOE CYKEHHE
JMara3oHa ¢ poCTOM 4Huciia ajiened B Jiokyce. Hanpumep, mig moaenbHoro 3HaueHus N, = 10, nipu
100 nuamnenbHBIX JOKycax AWANa3OH OKa3bIBACTCA LIMPE, YEM IMPU 4YeTbIpeX 25-TH aJIeNnbHBIX
nokycax (6.4 mpotuB 4.2, COOTBETCTBEHHO). JTa TEHJCHIMS CTAHOBUTCA Oojiee OYCBUAHOW TpHU
OO0JIBIINMX 3HAYEHUIX MOJIENbHON Nj, Hanipumep, pu Ny=30 (52.2 nmpotus 35.5, COOTBETCTBEHHO).
Jlanee ObUIO M3YYEHO BIMSHUE U3MEHYMBOCTH MapKepoB (HMCCIEAYyeMbIX I'€HOB) Ha D-OLIEHKY
(Tabmuua 7.6). Bo-mepBbIx, OBLIO BBISBICHO HEOOJBIIOE 3aBhINIANONMEe N, CMEIIEHHUE OLEHKH C
POCTOM KOJIMYECTBa ajuiesiel B JIokyce (1), Aaxke eciiu oOlee YUCIIOo ajljiesiel WM YUCII0 HE3aBUCUMBIX
ajutesiell He MeHsUIoch. B ciydae, korga oOiee 4ucio aijenei ynaepKuBaioch Ha ypoBHe 7, = 100,
cpenussi ouenka N Beipocia Ha 1.9% (ot 20.024 mo 20.406), B TO BpeMsl KaK # YBEIHYMUIIOCH C JIBYX
10 25. IIpyu MOCTOAHHOM KOJMYECTBE HE3aBUCHUMBIX auienen n.; = 100, cpenHss oueHka NV, BeIpocia
Ha 2.6% (o1 20.006 1o 20.518), mpu yBemn4YeHUHU 1 OT TPeX 10 26; MPU STOM 00IIee YUCIIO ajuieneH 7,
Ha camoM jene ymeHbmuiaoch co 150 mo 104. Bo-BTOphIX, 0O0Iee YMCIO HE3aBUCHUMBIX ajuienei
BBIOOPKH CYLIECTBEHHO BIJIMAET Ha cTaHaapTHoe oTtkioHeHue (SD wumum SE) 3nauenuit D, a,
CJIEIOBATENIbHO, U Ha JJOCTOBEPHOCTh D-OIIEHKHU, KOTOpas ONpeAesieTcs] MPOLEHTHBIM COOTHOIIEHUEM
BEpXHUX TpaHul] 95%-X [OOBEpUTENBbHBIX HHTEPBAJIOB, JOCTUIIIMX OeckoHeuHocTH. Bo Bcex
PacCMOTpPEHHBIX CIIy4asiX, cTaHaapTHoe oTkioHeHue SD yosiBaeT ¢ poctom 7, ot 0.0081 10 0.0039 (Ha
51.8%), xornma oOmiee uucno amienen n. aepxutcs Ha ypoBHE n,~100; u ot 0.0055 mo 0.0038 (Ha
30.9%), ecmu ocraeTcs HEW3MEHHBIM OO0Iee YHMCIO HE3aBUCUMBIX amened n, = 100. Oto
YMEHbBIIIEHUE BEJIMYMHBI CTaHJApTHOTO OTKJIOHEHUs SD ¢ pocToM n. U 00yClaBIUBaeT CyXKEHHUE

JMara3oHa OLUEHOK N, npeacTaBieHHoe Ha Pucynke 7.2.

181



Inf 34600 —
a 1]
10003‘1: | J
300 - 34500 ==
90 —
200 —
60 —
1 —
00 ) Wt
yor
[e}
O+——7F—F— 7777 O4+——F——T— T 77—
inf 10 20 30 40 50 Nb 50 100 200 500 1000 S
.057 .058 .052 .047 .051 .053 p .048 .052 .051 .052 .054 p
971 0.0 0.0 3.4 16.3 32.5 % infUL 495 215 41 00 00 %infUL
220+ -
| B r
200 804
60 1
60
401
40 -
20 & . S T 20 | | | i ! ,
| 1
0 T T T T T T T T T T ™ 0 ~ T L T L T & T . T u T T T T
5 10 20 30 40 Loc 2 3 4 5 10 20 30 #nal
20 40 80 120 160 i.a. 30 60 90 120 270 570 870 i.a.
.064 059 .055 .054 .051 p .067 .056 .053 .053 .055 .061 .073 o]
422 147 1.0 00 0.0 % infUL 276 47 1.0 05 00 00 0.0 %infUL

Pucynok 7.1 Cpeagnue u 95%-e nuana3zoHsl OLEHOK N, B HMUTALUSAX, TECTUPYIOLIUX BIHSHHE
Pa3IMYHbIX BHIOOPOYHBIX MapaMeTpPOB HAa TOYHOCTh (p — ATO YacTOTa OMIMOKH) U JOCTOBEpPHOCTH (%
inf. UL — npoueHT OECKOHEYHBIX BEPXHUX TpaHMI] JIOBEPUTEIHHOIO HHTEpBasia) D-OLEHKU: a)
BIIUSIHUE MOJAENbHOM BemuuuHbl N, (s 30 MATH-aJIeNbHBIX JIOKYCOB C OJMHAKOBOM YacTOTOM
aiyeniel B KaxJoM, naHHbele u3 Tabmuusl 7.4); 0) BausHUE pazMepa BbIOOpkH (SS; BO Bcex ciiydasx
MojenbHOe 3HaueHue N, = 20, 30 mATH-a/uIeNnbHBIX JIOKYCOB C OJWHAKOBOW YacTOTOM ajuiesieid B
KaXJIOM); B) BJIMSIHHUE KOJIMYECTBA MCCIIEIOBAHHBIX JIOKYCOB (LOC; U COMyTCTBYIOLIErO yBETUYEHUS
yyclla HE3aBUCUMBIX aJulesieil, 1.a.), Ipyrue napaMmeTpsl Kak Ha GparMeHnte 0; ') BIMSHHUE KOJIUYECTBa
rccneaoBaHHbIX aygieneit (#nal) mo 30-Tu tokycam (B3aMMOCBSI3aHO M3MEHSIETCS] YUCIIO HE3aBUCUMBIX

ajtenei, i.a.). Bo Bcex cirydasx pasmep BRIOOPKH HE u3MeHsuIcs U cocTaBiisul 500 ocobeil.
182



80

60 -

40

20 H

| A A

0 i]l|llllIIIIllIIlllllllllllllllllllll'l
100 50 33 25 11 7 5 4 3 - 10050 33 25 11 7 5 4 3 #o

2 3 4

055 .057 .055 .053 .05 .051

10 15 20 25 30
100 100 99 100 99 98 95 96 87

.05 .05

0.0 0.0 0.0 0.0 0.0 0.0 0.0 0.0 0.0

2 3 4

5 10 15 20 25 30 #al
100100 99 100 99 98 95 96 87 #Hia
.052 .052 .052 .052.052 .053 .051 .054 .051.0569 p
74 73 7.8 6.8 5238 3.022 33 %infUL

Pucynok 7.2. Cpennue u 95%-e auamna3oHbl OLEHOK N, B MUMHUTALMAX, TECTUPYIOLIUX BIHSHUE
U3MEHEHUsI KOoJIM4ecTBa JIOKycoB (#lo) u amneneit (#al), mpu ycinoBuM COXpaHEHHS HPAaKTUYECKU
HEU3MEHHBIM OOIIETr0 YKClia He3aBUCUMBIX ajuieneit (#ia), A IByX MOJENbHBIX 3HaUYC€HUU N: cieBa
Ny = 10 u crpaBa N, = 30. [ns xaxnaoro Habopa yCJIOBUN MPEICTABICHBI OIIEHKH TOYHOCTH (p —
yactota omuOku) u gocroBepHocTd (% inf. UL — mnpoueHT OecKOHEUHBIX BEPXHUX TPAHHUIL
JOBEpUTENBHOIO HMHTEpBajia) oueHku-D. Bo Bcex ciydasx pa3Mep BBIOOpPKM HE H3MEHSUIC U

cocrasisu1 500 ocobeii.

Tabauua 7.6. D-onenkn MozaenbHOro N, = 20 B MMHTAIMSAX C Pa3jJudHbIM YPOBHEM I'€HETUYECKOMN
M3MEHUYUBOCTH. *

Onenka BeposTHOCTb Cpennss
L n ne Nei Ny OILIMOKH %UL=00 SE SD D/SD
30 2 60 30 19848 67 27.58  0.0103 0.0105 1.89
30 3 90 60 19.945  0.056 472 0.0073 0.0073  2.73
30 4 120 90 20.052  0.053 0.47  0.0058 0.0059  3.40
30 5 150 120 20.061  0.053 0.05 0.0050 0.0050  4.01
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Onenka BeposTHOCTB Cpennsis

L n ne Nei Ny OILIMOKH %UL=00 SE SD D/SD
30 10 300 270 20.213  0.055 0.0 0.0030 0.0030 6.74
30 20 600 570 20.440  0.061 0.0 0.0017 0.0017 12.02
30 30 900 870 20.533  0.073 0.0 0.0013 0.0013 15.79
30 40 1200 1170 20.569  0.095 0.0 0.0010 0.0010 20.57
30 50 1500 1470 20.629  0.121 0.0  0.0009 0.0009 22.92
50 2 100 50 20.024  0.062 9.31 0.0080 0.0081 3.16
25 4 100 75  20.037  0.054 1.52  0.0064 0.0065  3.93
20 5 100 80 20.022  0.050 0.88 0.0061 0.0060  4.27
10 10 100 90 20.227  0.055 0.22  0.0051 0.0051 4.97

5 20 100 95 20468  0.051 0.02  0.0042 0.0042  5.96

4 25 100 96 20.406  0.050 0.02  0.0040 0.0039 6.44
50 3 150 100 20.006  0.050 0.31 0.0056 0.0055  4.66
25 5 125 100 20.054  0.053 0.24  0.0054 0.0054 4.73
20 6 120 100 20.150 0.050 0.26  0.0053 0.0053  4.80

Tabmuma mpoaomxaeTcs

10 11 110 100 20.272 0.048 0.27 0.0047 0.0047  5.38
5 21 105 100 20.396 0.054 0.0 0.0040 0.0040  6.28
4 26 104 100 20.518 0.053 0.03 0.0039 0.0038 6.57

*[ — KOJIMYECTBO JIOKYCOB; /1 — YUCJIO ajuieNiel B KaXIAOM JIOKYCE; 1, — 00IIee YUCIIo ajuienei
BO BCEX JIOKYCaX; /. — 00IIlee YHCII0 He3aBUCUMBIX ajuienei; SE — crannapTHas ommbka BEIOOPOYHON
D, paccuutannas no ¢opmyne (7.3) um ycpenHeHHas o BceM BbliOOpkam; SD — craHgapTHOE
OTKJIOHEHHE D BHYTpH peIuiuk Bcei umurtauuu; D/SD — oTHomenue curain/uyM. XKupHbeiM mpudTom
BBIJICTICHBl M3MEHSIONIMECS MapaMeTphl WM OCTAIOIIMEeCs] HEM3MEHHBIMH. Pa3mep BBIOOpKH BesJe
oarHAKOB U coctaBisieT 500 ocobeii; mpouis aIeIbHBIX YaCTOT OJHOPOHBIH.
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VYBenmn4YeHneM 4mcia JIOKYCOB MOKHO KOMIIGHCHPOBATH MEHBIIEE YHUCIIO alllelieil B JIOKYyce,
MoJJIep>KMBast 00Ilee YHCIIO HE3aBUCUMBIX ajienel noctossHHbIM (Pucynok 7.3a). Ilpu monensHOM N,
= 20 m pa3Mepe BBIOOpKH W3 TMOMYySAIMU MOTOMCTBA Bcero S50 ocobeit ucciemoBanue 360-Tu
He3aBUCUMBIX ajuieneid (90 JOKycoB ¢ 5-10 ajuIeNisiMH) IO3BOJISIET TOJIYUYHUTh JOCTATOYHO TOYHYIO
oneHky (cpeanee N, = 20.1; 95% mmanazon: ot 13.5 no 48.9; mporeHT perumk ¢ O0eCKOHEUYHOMH
BepxHell TpanHuieit 95%-ro noepurenbHOro MHTEpBaia 7.7%). Uccnenoanue 40 mokycoB ¢ 10-to
aleNnsMu B KaxaoMm (takxke 360 He3aBUCHMBIX alljiefiel) JaeT CPEIHIOI OIEHKY YHCIEHHOCTU
npousBoautenen 22.4 ¢ 95%-m auanazonom ot 14.9 no 48.1 u 5.9% pennuk ¢ 6eCKOHEUHOW BepXHEH
rpaHuneid 95%-ro TOBEPUTEIHHOTO MHTEPBAja. YBEIMYCHHEM OOIIET0 YUCIIa HE3aBHCHMBIX ajuleiel
MO>XHO KOMIIEHCHUPOBaTh MaJeHbKUN pa3Mep BbIOOpKH U3 momyisinuu noromctBa (Pucynok 7.36).
[Tpu monensHoM N, = 100 npuemsaeMo TOUHBIE Pe3yJbTaThl MOJIyHalOTCs MpHU UcciaenoBanuu 450-tu
He3aBUCHUMBIX amenei (50 nokycoB ¢ 10-r0 aytensMu B KakAOM) U TIpU pazMepax BeiOopku B 1000
ocobeif; mu6o npu uccnenoBanun 900-a HezaBucumbix ayieneil (100 nokycos ¢ 10-t0 amnensmu B

KaXK7I0M) U pa3mep BeiOopku 500 ocobeii.

Jlanee uccnenoBagach OTHOCUTENbHASI 3aBUCUMOCTh TOYHOCTH U JIOCTOBEPHOCTU D-OIICHKU OT
pa3Mepa BBIOOpDKM UM KOJIMYECTBA HE3aBUCUMBIX ajuieledl n, B Hed. OIEHKH KoJM4ecTBa
MpOU3BOIUTENCH N, OBUIM TMOJY4EHBI TPH 3aJaHHOM MOJIEIbHOM 3HaueHun N, = 20, mpu 3TOM
¢bukcHpoBalics OJMH U3 MapaMeTpoB (pa3Mep BBHIOOPKM HJIM KOJMYECTBO HE3aBUCHUMBIX ajuielniei), a
npyroit m3mensuica (Tabmuma 7.7). Oxaszanioch, 4TO HH OJMH W3 HCCIEAYyEeMBIX IapaMeTpoB HE

OKa3bIBACT CUJIBHOTO BIIMAHUA HAa CPCIHIOIO OLICHKY; XOTA U 3aMCTHO HEO0O0JIBIIIOE YMCHBIICHUC
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Pucynok 7.3 Cpennue u 95%-e nuamnazoHbl OLEHOK N, B HMHUTALUAX, TECTUPYIOUIUX BIHSHHUE
KOJIMYECTBA aJlieNiel U pa3Mepa BBIOOPKH: a) BIMSHIE H3MEHEHUS KOJIMYECTBA HE3aBUCHMBIX ajlleseit
(#1a), mosyyaeMoro 3a CyYeT M3MEHEHHUs KOJM4YecTBa JOKYcoB (#lo) 5-u mmm 10-u amnenbHbIX C
OJIHOPOJHBIM MPOGUIEM alIeIbHBIX YacTOT, Mpu MojenbHoM N, = 20 u pasmepe BbiOopku 500
oco0eit; 0) BousHUE pazmepa BeIOOPKH (SS) mpu IBYX BapuaHTax KOJWYECTBA HE3aBUCUMBIX aJlIeei
(#1a), conepxamuxcs B 50 umm 100 nokycax ¢ 10-10 ajuiensiMu B KaXKJIOM C OJTHOPOJTHBIM MpouiIemM
QJJIENIBHBIX YacTOT, pu MozenbHoM N, = 100. Iy xaxaoro Habopa ycaoBUH MPeACTaBICHbI OLEHKU
TOYHOCTH (p — yactoTa omubku) u jnocroBepHocTH (% inf. UL — mpoueHT OeCKOHEUYHBIX BEPXHUX
TpaHUI] JOBEPUTEIHHOTO HHTEPBAJa) OLIEHKU-D.

3aBBILIEHUS OLIEHKH Nj, ¢ yBelMYeHHeM pa3mepa Bbioopku (o1 21.092 i BBIOOPOK, COCTOSIIUX U3 62
ocobeit, 10 20.025 — mst 1000 nuanuBuayymoB). Tem He MeHE, 00€ TIEpeMEHHBIE OKA3bIBAIOT CHIIBHOE
BIIMSTHAE HA JUCIIEPCHIO OLEHKH. TOYHOCTH OIEHKH MOXKET OBITh BBIpaK€HA KOJMYECTBEHHO Yepe3
OTHOIIEHHE curHayia kK mymy D/SD (BenuunHa oOpaTHas K KOd()(ULMEHTY BapHallUM; MOCIEIHSSA
kojioHka Tabnun 7.4 — 7.7). Korzna 3to oTHOmeHue 6iu3ko K 2.0, TO IPUMEPHO Y MOJIOBUHBI PEIUIUK
BepXHss rpanuna 95%-ro 10BEpUTEIHLHOIO UHTEPBAJIa 0Ka3bIBAETCS OECKOHEYHOM; €CIIM OHO OJIM3KO K
4.0, To peruuk ¢ OecKkOHEYHON BepxHel rpanuued 95%-ro 10BEepUTENHHOIO UHTEpBaia MPAKTUUYECKU
Her. Jlna BeIOOpKHM, BKItouaromen 250 ocoOeil, ¢ KOJIMYeCTBOM HE3aBUCUMBIX aiuienei n, = 100
OTHOIIIEHME CUTHajla K IIymy cocTaBiseT 3.82; yaBoeHue paszmepa BbiOOpku (10 500 ocobei)
MPUBOAMUT K YBEIMYEHHUIO 3TOTO OTHOUICHHS 10 4.84, B TO BpeMs KaK yIBOCHHE 7. AA€T 3HAYCHHE

5.45. Ymenbias B Ba pasza pasmep BoIOOpkH (110 125 ocobeit), momyuaem otHomenue D/SD = 2.88;
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€CJIM K€ YIOJOBUHUTDH M., mosyduM D/SD = 2.73. MoXHO yBUAETb, YTO JBYKPaTHOE HU3MEHEHHE
pa3Mepa BBIOOPKH MMEET HECKOJIbKO MEHBIIMH 3PQeKT, ueM ABYKpaTHOE H3MEHEHHE KOJUYeCcTBa

HE3aBUCHUMBIX aJlIeJICH UCCICIOBAHU Nei.

Tabmmua 7.7. D-ouenka N, B UMUTAIUSAX C HU3MEHSAIOIIUMCS pasMepoM BbIOOpku (SS) npu
IIOCTOSIHHOM KOJINYECTBE HE3aBUCUMBIX ajlieNe (71.;); a TaKKe MPU NOCTOSHHOM 7.; U U3MEHSIOIIEMCS

SS.*

Ouenka  Yacrora % UL=

SS Nei Ny OILIMOKH =00 SD D/SD

62 100 21.092 0.059 47.4 0.0122 2.10
125 100 20.474 0.051 20 0.0089 2.88
250 100 20.193 0.051 3.8 0.0067 3.82
500 100 20.182 0.052 0.2 0.0053 4.84
1000 100 20.025 0.051 0.0 0.0044 5.82
250 25 20.205 0.065 51.1 0.0136 1.88
250 50 20.255 0.054 24.2 0.0094 2.73
250 100 20.250 0.049 3.4 0.0067 3.82
250 200 20.201 0.049 0.1 0.0047 5.45
250 400 20.231 0.048 0.0 0.0033 7.76

*KUpHBIM  BBIJICJICHBI Pe3yJIbTaThl, TIOJYYCHHBIE B JIBYX pa3IUYHBIX HWMHUTAIUAX C
OJIMHAKOBBIMH 3HAYCHHUSMH TIapaMETPOB Ha BXOJIE.

MopenupoBaHue Uil «TPEYrOJBHOTO» MPOQHIIS aJUIeIbHBIX YacTOT AaeT clierka Oojpmue D-
OILICHKH U YaCTOThI OLIMOOK, YEM B aHAJIOTUYHBIX BapUaHTaxX MPH «0JHOpoaHOMY npoduie (Tadbmuis
7.1, 7.4). Dt0o MOXeT OBITh CBA3aHO C HAIMYUEM peAakux amwieneil. s Oosiee neTasbHOTO
uccnenoBanus dpdexra peakux amienei Obuto mpoBeaeHo 10 mMuTanUid, B KOTOPBIX MojeabHOE Nj
coctaBisio 20 ocobeit, pazmep BeiOOpku — 200, uccienoBanue mpoBoauiiock o 30 jgokycam ¢ 10-r0
alIeIIIMU B KakJoM. Pemkum cumrancs amienb ¢ gactoroit 0.01, M KOJIMYECTBO TaKUX ajuieicH B
OJIHOM JIOKyce 3amaBanoch oT Hyns n0 9 (Tabnuma 7.8). Hanwune penkux aieneit JUIIb HEMHOTO
BIIUSIET Ha CPEIHIOI OLIEHKY N, (D-ouenka usmensercs ot 20.594 B ciydae, Korjaa peikux ajenen
HeT, 710 21.596 npu neBATH TakuxX ayiensx; HanOombimas pa3Huna coctaBuia 4.5%). bonee 3ameTHO
BIMSIHUE peakux ayened Ha SD; nmanbonbimas pazHuma coctaBuia 26.8%, HO Jake B HaUXY/IIIEM

CMOJICIIMPOBAHHOM CiTy4ae (BOCEMb PEIKUX allJieiel B KaxaoM Jiokyce) 95%-i auama3zoH oueHku Nj
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OCTaBaJICSl MPAKTUYECKH TakUM ke y3kuM (oT 15.1 mo 36.7), kak U B ciiydyae OTCYTCTBHUSI PEIKHUX
amuteneit (ot 15.7 mo 30.3). Matepecno, uro SD moHoTOHHO BO3pactaer oT 0.0041, B ciydae
OTCYTCTBHs pelnkux ayenend, 1o 0.0052, korna Takux ajuieneil B JIOKyCe CEMb, U aliee OIyCKaeTCs 110

ucxoaHoro ypoBHs 0.0041 npu feBSITH peIKUX aJlJIENsIX B JIOKYCE.

Taoumua 7.8. D-oueHku N, B UMHTAIUAX C PEAKUMU aJUICIISIMU.

95%
JOBEPUTENbHBIN
WHTEpBAI
KomnuecTso
penKux Onenka Yacrorta Hwxusaa Bepxuss
ajuieaen Ny D OILIMOKH SE SD rpaHdIla TpaHHUIA

0 20594 0249  0.053 0.0041 0.0041 15727  30.295
1 20579  0.0249  0.051 0.0042 0.0042 15671  30.551
2 20521 0.0250  0.047 0.0043 0.0043 15474  30.773
320691  0.0248  0.056 0.0045 0.0045 15378  32.017
4 20700  0.0247  0.061 0.0046 0.0047 15226  32.734
5 20795  0.0246  0.064 0.0047 0.0049 15.108  34.005
6 20921  0.0245  0.067 0.0048 0.0050 15.064  35.012
7 20980  0.0244  0.071 0.0049 0.0052 14.881  36.111
8 21215  0.0241  0.075 0.0048 0.0051 15.154  36.693

9 21.526 0.0238 0.054 0.0041 0.0040 16.551 33.038

*Bo Bcex mmurtauusax mojaenbHoe N, = 20, 30 10-amienbHbIX JIOKYCOB, pa3Mep BBIOOPKHU
coctasisieT 200 ocobeit. B ciiydae orcyrctBus penkux amwieneit (0 B mepBoit kosioHke) Bee 10 ameneit
nmenn vactoty 0.1. Ecnu JoKyc comepKuT x peaKux ajuiesed, TO 3TO KOJMYECTBO aJlIesied MUMEET
gactoty 0.01, omun amtens (x+1)(0.1) - x(0.01), u octaBmuecs 10-(x+1) amneneit - 0.1.

Jlanee wuccrneaoBaloCh BIMSHUE HA TOBEJCHHE OLEHKU OTKIOHEHUS OT CIIy4yaiHOTro
O6’BCHI/IHCHI/I5[ ramMeT, KOTOpPOC MPEAIoJIarajloCcb B MPCAbLIAYIINX HMUTALUAX. brim CMOJCIIMPOBAHLI
TPHU pa3iINyYHbIE CUCTEMbl CKPELIMBaHUS, HaubOJiee 4acTO BCTPEYAIOIIMECS B MPUPOJE, MOHOTAMHOE
[IONIAPHOE CKPELIMBAaHUE, IOJUTAaMHOE IIONMapHOE CKPEIIMBAHHE C Pa3IM4YHBIM PENpPOyKTUBHBIM

BKJIaIOM OT pa3HbIX JIMHUHA 1 IMMOJIMTUHHA, IIPpU KOTOpOI\/II OJIMH WJIX HECKOJIBKO CaMIOB OIIJIO AOTBOPAIOT
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MHOXecTBO caMok (Tabmuma 7.9). Bo Bcex ciywasix D-OlleHKa OKa3bIBAETCS TOBOJIBHO OJHM3KOU K
MojienbHOU Nj. IlpomeHT pemuk ¢ OeckoHEYHOM BepxHeW rpanuie 95%-ro mH0BEpUTETHLHOTO
MHTEepBaJa pakTuiecku gocturaer 20% npu cTporo MOHOTaMHOM CKpelMBaHuu, HO nazaaeT 1o 0% c
YBCIUUYCHUEM IIOJIMI'aMHOCTU BKIIAZOB PA3JIMYHBIX POAHUTCIBCKUX JIMHUN Inpru APpYyrux CHCTEMax
ckpemuBanus (cinydau oT B k F). Ouenka oka3pIBaeTCsi HECKOJBKO HUXKE MOJENbHOU Nj, B ciydae
rapeMHOI MMOJIOBOM CTPYKTYphI ¢ Tpems camuamu u 6onee (Tabnuma 7.9., coyqau I - K), Ho yacrora

omn0OoK ocraerca HebobIroi: oT 0.056 mo 0.058.

Botuucnenue Oucnepcuonnoii Ipghekmugnoin  uucieHHocmu 0nA  PA3IUYHBIX  6APUAHMOE

NONYNAYUOHHOU CIPYKMYPbL

Jlist pacdeta MoenbHBIX 3HaueHU Ny, TpuBeIeHHbIX B Tadnwuie 7.9, ncrnonap30Bajics moaxo,
npeioxkenHslii B (Crow, Kimura, 1970) mis pacuera nucnepcuoHHOW 3PQPEKTUBHON YUCIEHHOCTH
nonymsiiuil. [loHste >¢p¢GeKTUBHON YHCIEHHOCTH MNONyIsiuu N, ObUIO BBEAEHO B TEOPHUIO
nonymsionHoil rernetuku C. Paiitom (Wright, 1931, 1938). Tloag >p@exTuBHON YHCIEHHOCTHIO
MOMYJISIIUKM  [T0/IPAa3yMEBAETCSl YHCIEHHOCTh HACATU3UPOBAHHON MOMYJSLUH, JEMOHCTPUPYIOILEH
TaKyl0 K€ JHCIIEPCUI0 alUIeNbHBIX YAacCTOT IMPH CIy4dailHOM Jpeiie TeHOB WM TaKylo e CTEleHb

MHOpUMHTA, KaK B pacCMaTpUBAEMO MOMYISIUH.

PaccmoTpuM mnonsTHe nucnepcuoHHOW 3¢dextuBHON uucineHHoctd (Crow, Kimura, 1970),
MO3BOJISIIOIIEE CPAaBHUBATH MOMYJSIUH C PA3TUYHBIMH CXEMaMH Pa3MHOXEHHSI MO BBIOOPOYHON

AUCTICPCUN TCHETUYCCKUX YaCTOT.

B momynsinus TUIUIOUIHBIX JBYMOJBIX OPraHW3MOB MaTeMaTHYECKOE OXHUIAAHHME KOJIMYECTBa
MOTOMKOB OJIHOTO MHIAMBHAyyMa ( kK ) W JMCHEpPCHIO 3TOW BenuduHbl (V) MOXHO paccyuTaTh

CJIEIYIOIIUM 00pa3oM:

2
po2ki oy 2K e (7.4)

rac kl' — BTO KOJIMYECTBO MOTOMKOB [-T'O HHAUBHUOYYMA, CYMMHPOBAHUEC ITPOBOAUTCA 110 BCEM 0Co0sIM

JaHHOT'O ITOKOJICHUS.
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Tabauua 7.9. D-ouieHku N 171 pa3InyHBIX CUCTEM CKpPEIMBAHMS. *

95%
JIOBEPUTEIIbHBIN
WHTEPBAJ
Kou-
Kon-eo  Bo  Bapu- Mogens- Ouenka Yacrora %UL= Huxusas Bepxuss
CaMIIOB CaMOK  aHT HOE N}, Ny omuOKN =00 SE rpaHuila TpaHULA
5 5 A 10 10.004  0.046 19.94 0.0184 6.243 30.82
5 5 B 10 10.061  0.052 7.55 0.0149 6.627  22.679
5 5 C 10 10.043  0.047 5.98 0.0145 6.760  21.538
5 5 D 10 10.023  0.051 1.69 0.0125 7.004 18.553
5 5 E 10 10.047  0.052 0.01 0.0094 7.555 15.153
5 5 F 10 10.049  0.058 0.0 0.0069 8.076 13.335
1 20 G 3.81 4231 0.348 0.0 0.0111 3.736 4.817
1 100 H 3.96 4308 0.271 0.0 0.0104 3.830 4.877
3 15 I 10 9.7 0.058 0.1 0.0109 7.075 15.694
5 100 J 19.05 17.829  0.057 0.51 0.0064 12.719  31.071

7 140 K 26.67 25.404  0.056 6.68 0.0058  16.425  58.235

*B kaxxaoM ciydae uccieaoBanoch 30 JOKYCOB, € 5-10 ayuIessMU OJHOPOJHOTO YacCTOTHOTO
npoduiist; pasmep BeiOOpku coctasiisger 500 ocobeii. Bapuantsl cuctem ckpemuBanus: A. Crporo-
MOHOTAMHO€ IOTIaPHOE CKPEIMBAHUE 5-TH caMIOB U 5-TH caMokK; B. Kaxaplii poautens npou3BOaUT
80% moToMcTBa OT OCHOBHOTO TapTHepa u 20% oT BTopocteneHHoro; C. Bce caMiibl CKpenuBaroTcs
CO BCEMH caMKamu, Ipou3Bos 80% moToMcTBa 0T OCHOBHOM naptHepiind U 20% OT 4eTphIX IPYIrHx;
D. xak B, 3a uckmrodeHueM Toro, yto ocHoBHas auHuA gaeT 50% moromctsa; E. kxak C, HO ocCHOBHas
muHus — 50% noToMcTBa, yeTelpe BTopocTenenusle — no 12,5% xaxnas; F. CnydaiiHoe oObeuHEeHNE
rameT ¢ OJUHaKoBbIM pazmepoM cemeil; G. Onun camer omnonoTBopsier 20 camox; H. Oaun camen
omoaotBopsieT 100 camoxk; I. Tpu camiia ormiogOTBOPSIOT MO S5 caMOK Kaxkabld; J. 5 camuoB — no 20
caMOK Ha Kaxaoro; K. 7 caM1ioB, Kax/Iblil OTu1010TBOPAT 10 20 camoxk.

[lepeiineM K pacCMOTPEHHIO KaXKIOM M3 CUCTEM CKPELIMBAHMS, I KOTOPBIX MPOBOJHIIOCH

HUMHUTAIITUOHHOC MOJCIIMPOBAHUC.

1. Oounaxkoeoe Koauuecmeo camuoe u Camok

1.1 Pagnouyennwlit penpoOyKkmueHulil 6K1a0
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OO0o3HaueHus: n, — KOJIMYECTBO CAMIIOB, YYAaCTBYIOLIUX B Pa3MHOKEHHH; 7y — KOJIMYECTBO

CaMOK, YJaCTBYIOIIINX B PA3MHOXCHUU; N,y = Ny, N — KOTM4eCcTBO IOTOMKOB.

Torna N/n, — NOTOMCTBO OTJEIBHOIO CaMIla, YYacTBYIOLIErO0 B Pa3MHOXKEHUU; k =2 —
CpeJHee YUCIIO TOTOMKOB OJIHOTO CaMIia.

W= Crow&Kimura, 1970),

Omnpenenum N, o popmyne: Ny =
Vk +2

3aechk V) *- nucnepcenst KonudecTBa MOTOMKOB (5.4) BBIYHCIACTCS I OJJHOTO 10JIa HPOU3BOAHUTENCH (TOIBKO

JUTSI CAaMIIOB MJTA CaMOK).

2

* 4N -4 2 -1
v = N '211,”_22:2N_4:>Nb:2NN _ n,, (N ).
n, N Ny, AN N-n,,
nm

[Ipy ycnoBuM, YTO YHCIO TMOTOMKOB OYE€Hb BEJIHUKO, MCIOJb3YEM IMPEACIbHBIA MEPEXO;

N, = lim 2=V =D

=2n,=n, +n,.
N —>+w© N—nm " " !

Nb:nm+nf. (75)

1.2 Hepaenoyennutit penpooyKmueHbwlil 6K1a0

BBeneM nonosHuTenbHbIE 0003HAYEHUS: ;- KO3(DPUIMEHT, BhIpaXKAIOIUN PENpOaYKTUBHBII

n

m
BKJAJ i-ro camma;, Q= z ®; - cyMMa penpoayKTUBHBIX BKJIAJOB BCEX CAMIIOB.
i=1

Torna Nw/() — MOTOMCTBO OTAEIBHOTO Camila, YYacTBYIOIIETO B Pa3MHOXKEHHM; k =2 —

CpE€AHCEC YUCIIO TIOTOMKOB OJHOI'O CaMIia.

Ny . 2 i — 2 —
o v -3—22=&-Zw-2—4:N= AN -4 _ 20X (N-1)
k (@) N QZ ! b 2N m My
! ! e S o-4+2 N-D o -0
1 1

[Ipu ycnmoBum, 4TO YKCIO MOTOMKOB OYEHB BEJIMKO, UCTIOJB3YsI MIPEIEIbHBIN EPEXO0, MOTydacMm:
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200(N-1) . Q°

NYo -0 Yol
I

N—+o0

nm
N, = 292/ > o (7.6)

1

2. Pa3znoe konuuecmeo camyos u camox

2.1 Pagnouyennwiit penpoOyKkmueHulil 6K1a0

B aToM ciyuae cpeqHee YMCIIO MOTOMKOB OJHOTO camia k =2 . Eciu camok Oosbliie, yemM
camioB B f pa3 (r.e. n, = ndf); torma k=f+1 u N/n, — TOTOMCTBO OTIEIBHOTO CaMIIa,

YYaCTBYIOIIETO B Pa3MHOKECHHH.

Ompenensem N, o popmyiie:

4N,'N,”
Nb = % s (77)
N, +N,
rae Npy* - sddexTuBHas 4yHcIeHHOCTh camuoB, Np** - 3d¢exkTuBHAs YHCIEHHOCTh CAMOK;
N, = _ NE=2 (Crow&Kimura, 1970).
k=1+7," [k
NY N le'(f”)_z (N-2)
* n, * + n -
a =(] DD = (D) (D SN =T ="
m Ny, f+7_(f+1) —
n

m

[Ipu ycnoBuM, 4TO YUCIO MOTOMKOB OYEHB BEJIMKO, UCIIOIb3YEM MPEACIbHBIN NEPEX0/T U MOTYyYAEM:

Nb*: lim M:”m-
N —>+w N—nm

Cpennee 4ncio MOTOMKOB OJHOU caMKH k*=(f+1)/f, cinemoBarenbHO AUCTIEPCUIO k* MOXKHO BBIPA3HTh
yepes TUCIEePCHIo A:
1 1+« (f+1), N

Vi =Vireny r = ?V(/‘H) = ?Vk = Iz nf‘(f“))
m
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SN (F+D)

oy S _ [y (N=2)
L, LN N=n, (1= f(f +1)
; f( (f +1)

[Ipu ycnoBuM, 4TO YUCIO MOTOMKOB OYEHB BEJIMKO, UCIIOJIB3YEM MPEAEIbHBIN NEPEX0/T U MOTYyYAEM:

N—+o N —n,, (1= f£(f +1)) "
OxkonuarenbHo 13 (7.7) monydaem:
4f -n
N, = .
2.2 Hepaenoyennutit penpooyKmueHbwlil 6K1a0

[lo-npexHemy: ;- KOIPPUIMEHT, BbIPAKAIOLIUN PENpPOAYKTUBHBIA BKJIAJ -0 camla;
nm
Q= Z ®; - CyMMa penpOAyKTUBHBIX BKJIaJIOB BCEX CaMIIOB.
i=1
Torma Nw/Q — MOTOMCTBO OTJEIBHOTO CaMIla, YIACTBYIONIErO B pasMHOXKeHuH; k = f +1 —

CpE€AHCEC YUCIIO TIOTOMKOB OJHOI'O CaMIia.

v z( j Lo pay =LK S0 =

1

L(f + 1) _2
. f+1 N-2
Ny = (f+1)N " )
m 2 m
f+[2-2wl- —(f+1)j/(f+1) f+ Z
Q 1 1
HpI/I YCJ'IOBI/II/I, qTO 4YHUCIO IIOTOMKOB OYCHb BGJ’II/IKO, I/ICHOJ'IB3y5[ HpCHGJ’IBHBII‘/’I HCpCXOI[,
MIOJTy4aeMm:
2
N, = lim N-2 _ 9 _
N>+ N & & (7.9)



Cpennee 4Mciio MOTOMKOB OJHOW caMku k*=(f+1)/f, cnemoBarenbHO, AUCTIEPCUIO k* MOMKHO

BBIPA3UTh Yepe3 AUCIIEPCHIO k:

1 1 . (f+) N & ,
Vie =Vipani s :FV(fH) :FVk :?(E'Z@ —1)
AHAJIOTUYHO TIPEABIAYIIEMY TOJTYYaAEM:
- O?
No =S, (7.10)
2o,
1

[MoncraBnsas (7.9) mu (7.10) B (7.7), momyuum d3PGEeKTUBHYIO OOIIYI0 YHCICHHOCTH
IIPOU3BOIUTENEH.

2.3 Hepaenoyennwtit penpodykmuenstii 6k1a0. Mampuunan mooens.

nm
IIycth - K03(pQHUIMEHT, BHIPAKAIONMI PENpPOIYKTUBHBI BKiaj i-ro camua; 2= Zwi -
i=1

CyMMa perOHyKTI/IBHBIX BKJIaJIOB BCEX CaMIIOB, 7\4[- KOB(b(bI/H_II/IeHT, BLIan(aIOHH/Iﬁ perOHyKTI/IBHBH\/II

BKJIaJ i-0ii camkm; A = ZM - CyMMa penpoayKTUBHBIX BKJIAJIOB BCEX CAMOK.
i=1

Torna aHanOrMyHO NPEABIAYIEMY IYHKTY HOJIY4YHM:

Iloacrasnsisa (7.11) B (7.7), nonyuum 3¢deKTUBHYIO OOIIYI0 YUCIEHHOCTh MPOU3BOAMUTENEH

JUISt MATPUYHOM MOJIEITH.

Obcysrcoenue

HpOBCHCHHOC HUMUTAIUOHHOC MOACIUPOBAHUEC C OOJIBIIIMM KOJIMYECTBOM PCIVIUK BBISABUIIO
TOYHOCTb, IOCTOBCPHOCTD, a TAKKC OrpaHUYCHUIA D-OIICHKI/I Nb, KOJIMYECTBA pO)II/ITCJ'ICI\/’I MOomyJIsauun
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MoTOMCTBA. {7151 BCEro pacCMOTPEHHOTO CIEKTpa ycloBuid (00jee MMPOKOro, YeM OBIJIO UCCIIET0BAHO
B pabote (Cornuet, Luikart, 1999)), cpemnee oIleHOK OKa3aJioCh OYEHb OJIM3KO K MOJEIBHBIM
3HaueHusIM Np. [lpu sTom Oosibiive 3HaYeHUsT N, naroT Oojiee mupokuil 95%-i auama3oH OIEHOK U
OOJIBIITYI0 BEPXHIOID TPAHUILY. YBEJIWYCHHE YK€ KOJMYECTBA HMCCIIECIYEMBIX JIOKYCOB HJIU ajlielieH, a
TaK)Ke YyBEJIMYEHHE pa3Mepa BBIOOPKHM (KOJIMYECTBA HCCIEIOBAHHBIX OCO0€H) [aeT CyxXKeHue
JOBEPHUTEIBHBIX HWHTEPBAIOB OIICHKH. B OOJBIIMHCTBE ciydaeB MPOLEHT 95%-X IOBEpHTENHHBIX
WHTEPBAJIOB, HE TOKPBIBAIOUINX MOJIENBHOE 3HaueHUe N, KOTOPHIH YIIOMHWHAEeTCs B padoOTe Kak
«BEPOSATHOCTBY» WIIH «4acTOTa» OMIMOKU (ITOT TOKa3aTeNb SBISETCS MEPOil TOCTOBEPHOCTH OIICHKH),
O0nu30K K kenaeMbM 5% (00byHO uyTh Oosbine, Tabmuua 7.4). TOYHOCTH OLEHKU ONpEneNseTcs
CKOpee YUCIIOM HCCIICTIOBAaHHBIX HE3aBUCUMBIX aiUieNiei (71.;), 4eM KOJUYECTBOM aylielieil U JIOKYCOB.
VYBenuueHue pasmepa BBHIOOPKH W 1. TAKXKE YIydIlaeT OLIEHKH, Oyaromaps yMeHblneHuio SE u
YBEJMYCHUIO OTHOIIEHHS CUTHAJ/IITYM.

HecmoTpst Ha TO, 4TO mMojaBisomiee OOJIBIIMHCTBO MUMHTAIUN ¢ OombmuMu N, (Jaxke co
3HAYEHHUSIMU TaKoro pasmepa, kak 100) qaroT nojaoxkuTelnbHble 3HadeHus D (T.€. U30bITOK IreTepO3UroT
HaOJI0JaeTCsl 0 BCEM aJUIeNsIM U JIOKycaMm), BepXHui mpenen 95%-X JT0BEpPUTENbHBIX HHTEPBAJIOB
yacto jocturaet 6eckoneyHoctu (Tabmuna 7.4). 310 cBA3aHO € TeM, 4TO U30BITOK rerepo3urot (D) B
MMOTOMCTBE O4YeHb Mai (OJM30K K HyNI0), korga N, cocraBisger 50 wim GoJjiee poAUTENCH; MOAITOMY
BBIUMTAHHUE JIBYX CTaHJIAPTHBIX OMIMOOK OT CpeaHero D JaeT OTpULATeNbHOE 3HAYCHUE JUIs HIDKHEH
TpaHUIIBl JJOBEPHUTEIBHOTO MHTEpBajia [, 9TO COOTBETCTBYeT OecKOHEYHOMY Np. UTOOBI yMEHBIINUTH
CTaHIAPTHYIO OMIMOKY B TOM CiIydae, HY)KHO HCCIIEZIOBAaTh OYEHb OOJIBIINE BHIOOPKH TOTOMCTBA U
M3y4yaTh B HUX OOJIBIIIOE KOJMYECTBO BBHICOKO MOIUMOP(PHBIX JIOKYCOB.

Kak y)xe yrmoMuHanoch BbIIIe, 11l KOPPEKTHBIX JTOBEPHUTEIBHBIX HHTEPBAJIOB, YaCTOTA OIIHOKH
JOJIKHA ObITh 5%, YTO MOATBEPKAAET TOYHOCTh U HECMEIIEHHOCTh OLIEHKU. B OOoNbIIMHCTBE CilyyaeB
MIPOBEACHHOTO MOJICIIMPOBAHUS, YaCTOTa OMIMOOK, KaK MPaBUIIO, TOJIBKO HEMHOTO Ooubine 5%; TeM He
MeHee, oHa cymiecTBeHHO Bbie 0.05 mist cmydaeB ¢ asyms awtensmu (0.062 u 0.067, Tabnuma 7.5),
npu HEOOJBIIIOM KOJHMYECTBE HE3aBUCHMBIX aiulened (Hampumep, s n = 25, 4acToTa OIIMOKH
coctaBuiia 0.065, Tabnuua 7.6), niu Korja KOJIUYECTBO ajljiesiel B KaXKJ0M JIOKyCe OYeHb BEJIUKO (A5
n = 30, 40 u 50, gactorel ommbok — 0.073, 0.095 u 0.121, coorBercTBeHHO, Tabmuma 7.5). B
MOCIIEHUX CIy4asX BEPXHHE TPaHUIBl 95%-X MOBEPUTEIHHBIX MHTEPBAJIOB JUII MHOTHUX BBIOOPOK
OKa3bIBAIOTCSl HIDKE MOJICNIBHOTO 3HAueHHsl N, MPH HMCCIEIOBAHUU OYEHb BBICOKO-TIOJMMOP(HBIX
JIOKYCOB. DTOT 3PPEKT MOKET OBITh CBSI3aH C MOTEPEH peAKuX ajuiesell B BHIOOpKax M3 MOTOMCTBA.
T.x. KoTZIa aiieneit B JJOKyce OYeHb MHOTO, UX YaCTOTHI OKAa3bIBAIOTCS HACTOJIBKO MAJIbl, YTO MHOTHE
aiyieny (M FeHOTHUIIBI) HE MOMaJaloT B BBIOOPKY M «TepsioTcsA». B pa3nuuHbIX BeIOOpKax TEpsIOTCS

pa3Hble aJuleNu, U 3TO BHOCUT CBOM BKJIaJ B IMCHEPCUIO BCEH MMUTAUMH (YACTOTY OIIMOKH).
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Tounocts D-oueHku N, YIAMBUTEIBHO YCTOMYMBA K HM3MEHEHHUIO pa3Mepa BBIOOPDKH U
KoJInyecTBa He3aBUCHUMBIX aymieneit (Pucynox 7.1, Tabmuma 7.5). B TO ke BpeMsi JOCTOBEPHOCTh
OLICHKH CYILIECTBEHHO 3aBUCUT OT 3TUX napamerpoB (Tabnuma 7.6); uem Oosiblie pazMep BbIOOPKU U
KOJIMYECTBO MCCIIEJOBAHHBIX HE3aBUCUMBIX ajlieniel (7.;), TeM 00JibIlle OTHOLIEHHE CUTHANA K IIyMY U
TEM MEHbIIIE 0T OECKOHEYHBIX BEPXHUX IPaHUI] 95%-X JOBEPHUTEIBHBIX HHTEPBAIOB. YBEIUYCHUEM
N¢i MOKHO KOMITEHCUPOBATh MaJibli pa3Mep BbIOOpkH U Hao00poT (Pucynoxk 7.3). Ocraercs Bompoc o
TOM, KOTOPBIH M3 3THX IMapaMeTpoB OoJiee 3HaYMM? AHAJIN3 OTKIIMKA JIOCTOBEPHOCTH OIICHKH Ha
M3MEHEHHE KaXKO0ro M3 3TUX napamerpos nokaszan (Tabmuua 7.6), yTo pasmep BHIOOPKU UMEET YyTh
Oosee cnabbiii A(PEeKT HAa OTHONIEHWE CUTHAI/IIYM, YeM OOIIee YHUCIO0 HE3aBHUCHUMBIX ajlielei
WCCIICIOBAHUSL.

®opma po I AIUIETHHBIX YaCTOT HE OKa3bIBACT CYIIECTBEHHOTO BIHMSHUS Ha OTICHKY Nj WIIH
ee ToyHocTh (Tabnuua 7.4), XOTS O CPaBHEHUIO C OJHOPOIHBIM TPEYTOJIbHBIA MPO(UIL ajlIeIbHbIX
YacTOT JAaeT OYCHb HEOOJBIIOE 3aBBIIIAIOIIEE CMEIICHHE MOJEIBEHON N5, KOTOPOE CTAHOBHTCS OoJiee
BBIPQ)KCHHBIM TI0 MEpE YBEIUYEHHUS pa3Mepa pOJUTEIbCKOW momyisiun. Yactora ommOKHA Tak ke
OKa3bIBAeTCsl HECKOJIbKO OoJbiiei, yem 0.05 ans TpeyronbHOro mpo@uiis amienbHbIX YacTOT. JTU
pas3nmuysi, BEpOSTHO, CBSI3aHBI C IPUCYTCTBUEM PEIKHX aJUIeNiel B TIOCIETHEM CiIydae.

Crout oTMETUTH, YTO AeTanbHOE uccieaoBanue D-omeHku N, (Pudovkin et al., 1996) yxe
npoBoawiiock panee (Luikart, Cornuet, 1999; Balloux, 2004). Jlyukapt u Kopnyer (Luikart, Cornuet,
1999) uzyyanu NpuMEHUMOCTb I'€TEPO3UTOTHON OLIEHKHU, MCIOJb3ys KOMIBIOTEPHOE MOJIEIUPOBAHHE,
KaK U B HACTOSIIIEM HCCIICIOBAHUM; HO TPH 3TOM HCIOJIH30BAIUCH BHIOOPKH 3HAYMTEIHHO MEHBIINX
pa3MepoB, a TaKKe MEHbBIIIEE YHCIIO aJUIeNIeH M JIOKYCOB, YTO HE ITO3BOJIMIIO T€TEPO3UTOTHOMY METOY
paborars 3¢dexkruBHO. Kpome TOro, B 3TOM HCCIEAOBAaHWUU HE PaCCMaTPUBAINCH CIy4ad, KOTa
JIOKYCHI COJIEpKaT pa3Hoe KOJMYECTBO ajlieNiel, a TaKkKe KOTAa pa3Mep BBIOOPKH HE BO BCEX JIOKyCaX
onuHakoB. Hacrosmiee riccienoBanne moxkas3aio, YTO ONTUMAIBHBIM BECOM TPU YCPEITHEHHH M30BITKA
reTepo3urorT (d;) mo JoKycaM SIBJISETCS YHCIO HE3aBUCHMBIX aJulelel, YMHOKEHHOE Ha KOJMYECTBO
oco0el, uccieoBaHHbIX 10 JaHHOMY JoKycy (Tabmuua 7.3). Tak, oOmuii Bec it Kaxaoro d; Oyner
N [ - 1)/,

B pa6oTe (Balloux, 2004) npuBoauTcst riry0OKO€ TEOPETUYECKOE 000CHOBAHNE BOSHUKHOBEHHMS
130bITKA FE€TEPO3UTOT B MOMYIISILIMK, 00YCIOBIEHHOE MAJIEHbKON YHCIIEHHOCTbIO poauTeneil Ny, HO He
00CYXIAIOTCsI CTATHCTUYECKHUE CBOMCTBA OIEHKH U OCOOEHHOCTH €€ MPAKTHYECKOTO HCIOJIB30BAHMUS,
TaKkMe KaK: pa3Mepbl BBIOOPOK, KOJMUYECTBO HCCIECAYEMBIX JIOKYCOB M ajuleJiell B HUX, YaCTOTHBIC
npodunu amneneir. Kpome toro, bamy (Balloux, 2004) paccMarpuBaeT MajJeHbKYIO U30JMPOBAHHYIO
MOTTYJISIIIUI0, KOTOPAsi MPOU3BOAMUT CTOJb JK€ HEOOJBIIOE MOTOMCTBO, B TO BpEMS KaK HCCIIETyeMbIi

METOJI IPEAIoaraeT NpUMEHEHHE B JAPYrol CHUTyallMd, W3BECTHOM Kak JIOTEpess PEenpOLyKTHBHOTO
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ycnexa (Hedgecock, 1994): xorma wucxomnHas TOMyNsIIus OYEHb BEIWKA, HO JIMIIb Majlasg ee
[I0JIOBO3pENiasi 4acTh IMPOU3BOJUT MOTOMCTBO, KOTOPOE TaKkKe OueHb BeNnuko. lcrnoiwp3yio Teopurio
KoajecueHuuy, bamny BbiBen ¢GopMyny i  OLEHKH, KOTOpas HECKOJbKO OTJIMYaeTCsl OT
ucnosbdyemMoit 3xech (ypaBHenue 12, Balloux, 2004), u Ha3Ban OLEHUBAaEMyl BEIUYMHY N, —
s dekTUBHAs YUCIEHHOCTh nomyisuuu Oumepa-Paiita (7.12),

_ 1 _ FIS
¢ -2F 1+Fy’

(7.12)

Fig - nanexc pukcanuu, Fg =-D.

BMeCTO 3()(heKTUBHOI YKCIEHHOCTU npousBoautenei Ny = 4n,ng(n,+ny), ans KOTOpOH npeiaraercs
cnenyromas Gopmyna (bopmyna 13, Balloux, 2004):
Frg+1

N = .
—2Fs

(7.13)

HpOBCHCHHOC C IOMOIIBIO UMUTAMOHHOTO MOACTIUPOBAHUA CPABHCHHUC D-OIICHKI/I Nb " ABYX OLCHOK
(7.12, 7.13), npeanoxkeHHbix bamny, nokassiBaer, yto D-oueHka HanOosiee Onu3Ka K MOAEIbHOU Ny 1
Bcerna mensine N, Gumepa-Paiita (Tabmuma 7.10). Ouenku ke, paccuutanublie mo Gopmynam bany ,

Bcerja 3aMeTHO MeHbIlIe N, H TakKe MEHEIIE Nj.

1
Fg=———. 7.14
BN+ 714
LA (7.15)
N 2N

Jlanee ObUIO IPOBECHO CPABHEHHE PA3IMUHBIX OLIEHOK NV, U N, B UMUTALUSAX C HEOIMHAKOBBIM
KOJIMYECTBOM CaMIIOB M CaMOK B poauTenbckoil momyisiuu (Tabmuna 7.11). OueBuiHO, 4TO HAIIU
oueHkd (7.1) oyeHb OMU3KM K 3HAUEHHUIO, Ha3blBaeMOMY 3()()EKTHBHOM UYMCIEHHOCTBHIO MPOU3BOIU
teneit, Ny = 4n,ng(n,+tny), n Bceraa MeHelle, 4eM 3QPEKTUBHAS YMCICHHOCTH MOIynsAnuu Palita-
Ouiepa N,. y4acTBOBaBIIUX B pPa3MHOXKEHUH); N, — 3p(deKTUBHAS YUCICHHOCTb UJCAIN3UPOBAHHON
nomyisuuu Paiita-®umepa (ypasuenue 18, Balloux, 2004; 7.14), D.., — 310 3HaueHue D, oxunaemoe
i MoJienbHOro Nj, (moiydaercs npu perieHue ypaBHeHus (7.1) otHocurtensHo D wimm Fig = -D u3
(ypaBuenus 2, Balloux, 2004); D,»s — Habmomaemoe cpennee 3Haduenue D, ycpeanerHoe mo 10000
PEIUIMK MMHUTALMOHHOTO MOJEIUPOBaHUs; Fis — OKUIaeMblil U1 MOJIEIBHOrO 3HaueHUus N MHAEKC
¢ukcanuu (momydyeHHbI u3 ypaBHeHus 17, Balloux, 2004; 7.14). Bce BbIOOpKHM MMHTAallMOHHOI'O
MozenupoBanus cocrosuii u3 500 ocoOelt, uccnenoBaHHblXx 1mo 30-TH S-ajuleTbHBIM JIOKyCam C
OJIHOPOJHBIM MPOUIIEM aIEIbHBIX YACTOT.
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Tab6auna 7.10. 3nauenuss N, MONMYYCHHBIE B PE3yJbTAaTe IOJCTAHOBKM HAOJIOMAEMBIX CPEIHUX
3Hauennit D B ypaBHenue (7.1) u nmpemnoxxennsie bamny (Balloux, 2004) (7.12), (7.13).*

N N Dewy Doy Fis(5.13) N,(5.1) N.(5.11) N, (5.12)

4 4.63 0.1404 0.1422  -0.1111 4.0 3.7 3.0
6 6.58 0.0902 0.0904 -0.0769 6.0 5.6 5.0
8 8.56 0.0664 0.0664 -0.0588 8.0 7.6 7.0
10 10.55 0.0525 0.0522  -0.0476 10.0 9.6 9.1
20 20.53 0.0256 0.0256  -0.0244 20.0 19.6 19.0
30 30.52 0.0169 0.0168 -0.0164 30.2 29.7 29.2
40 40.51 0.0127 0.0126  -0.0123 40.0 39.6 39.0
50 50.51 0.0101 0.0100  -0.0099 50.3 49.8 49.3
100 100.51 0.0050 0.0050  -0.0050 100.3 99.8 99.3

*3nech N — KOIMYECTBO poauTesie (COBNagaeT ¢ OOIIMM YHUCIOM CaMIIOB M CAMOK,

[TpoBeneHHOE HCCIeIOBaHUE TIO3BOJISIET 3aKITIOYNTh, YTO OL[EHKA 10 M30BITKY I'€TePO3UTOT OKa3bIBACTCS
BecbMa (P QPEKTHBHON IS OYEHb HEOONBIINX POIUTEILCKUX MOMynsnui, He Oonee 30 ocobei, mpu 3TOM
pa3Mep BBIOOPKH J0bKeH ObITh Oosee 200 ocoOeli, a oOIIee KOIMYECTBO HE3aBHCHMBIX ajUleied B
uccienoBanuu Oonee 80. Bospliee KOIMUECTBO ajuieNiell MK JIOKYCOB MCCIISIOBAHMUS MOXET KOMIIEHCHPOBAThH
MEHBIIHE pa3Mepsl BEIOOpKU. Eciu pazmep oleHrBaeMoi poauTensCKol momyisinuu oombie (N, ot 50 mo 100
ocobeli), TO pa3mep BHIOOPKM M KOJIMYECTBO HE3aBHCHMBIX aJlUleNied B HCCICOBAHUM JIOJDKHBI OBITh
3HaunTenpHo Oombmie (okomo 500 - 1000 ocobeit, 450 — 900 nHezaBucuMbIX amenei). IlockombKy
OJHOHYKJICOTHIHbIE TonuMOpdu3Mbl (SNPs) momywaror Bce Oojblliee TMPUMEHEHHE B HCCIEIOBAHHAX II0
reHeruke coxpaneHuss (Morin et al. 2004) u BBICOKO TapaelbHBI aHaTM3 JacT BO3MOXXHOCTb
TeHOTUIUPOBaHUs coTeH U Thicsiu ocobeii (Fan et al. 2006), onennBanue u 60abIUX Nj, CKOpEE BCETO,
CTaHET BO3MOXXHBIM B CKOpoM BpemeHH. B Tabmune 7.12 npuBeneHsl oueHKHM N, 1O H3OBITKY
TeTEPO3UTOT U UX 95%-e nuama3zoHs! 17151 0OIbIIKUX MOAETBHBIX 3HaueHUur N, (50, 70 u 100 ocobeit), ¢
uccienoBanueM ot 100 mo 1200 SNP-monoOHBIX auaisienbHbIX JIOKycoB. KoHeuHble BepxHue
IPaHULbl JAMANa30HOB OLIEHOK IOJIydaroTcs Ipu uccienoBanuu 600 u Gosee JIOKyCOB M pazMepax
BBIOOPOK OT 500 u 60mee ocobeit. st Be16opok u3 200 ocobeli BepxHue rpaHullsl 95%-x auanazoHoB
OKa3aJiCch OECKOHEUYHBIMH BO BCEX paccMaTpUBaeMbIX 37ech ciydasx (N,= 50, 70, 100 u konuyecTBo
sgokycoB oT 100 no 1200). CTOUT OTMETHUTbH, YTO B 3TOM YYacTKE MapaMeTPUUECKOIro MPOCTPaHCTBA

YBCIUMUCHUC pa3sMepa BBI60pKI/I MPAKTUYCCKU 3KBUBAJICHTHO YBCIIMYCHUIO KOJIMYECTBA HCCICAYCMBIX
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JIOKYCOB (eciu CpaBHUTH JBe mnocieaHue cTtpouku Tabmuier 7.12). Yactora ommOKH BO BCex

paccMaTpUBaeMBbIX CIIydasiX O4eHb OJin3Ka K sxenaemoi BenuduHe 0.05.

Tabimua 7.11. Ouenku N, B UMUTAIUSAX C PA3IUYHBIM KOJIMYECTBOM POAMUTENEH MYyKCKoro (m) u
»)eHckoro (f) mosa.*

m  f  4mflim+f) N, Doss  N»(5.1) N.(5.11) Ny (5.12)
1 3 3.0 3.6  0.1813 3.18 2.98 2.26
2 4 53 59  0.1014 5.38 5.04 4.43
2 6 6.0 6.6  0.0890 6.07 5.71 5.12
35 7.5 8.1  0.0711 7.50 7.11 6.53
4 16 128 133 0.0419 1241 11.98 11.43
8 12 192 19.7  0.0266  19.31 18.85 18.33

*N, — 310 3¢dekTuBHas yuclIeHHOCTh nomynsuuu Paiita-®Oumepa (ypaBHenuel8, Balloux,
2004; 7.15); Dops — cpennee 3nauenue D mo 10 000 peruuk (coBmamaeT ¢ —Fjs O OMPENEICHUIO),
MOJTYYCHHBIX U3 BBIOOPOK, cocrosmux w3 S00 ocobei, MccieqoBaHHBIX IO JAECITH S-ajulelbHBIM
JIOKycaM C OJHOPOJHBIM aJUIebHBIM NpoduieM. B mocnennux Tpex KojoHKax OLEeHKU N, uiau N,
paccuntanusie o Gopmynam (7.1), (7.12) u (7.13).

Xots omneHka N, 1Mo W30BITKY TE€TEPO3UTOT Hamboyiee MPUMEHUMA B CIydae CIy4ailHOTO
00BbEeTMHEHNS TaMET, OHA MOXET HCIIOJIL30BAThCA M ISl BUIOB C JPYTUMHU CXEMaMH Pa3MHOXKCHUS;
yto corjacyercs ¢ BwiBogamu (Luikart, Cornuet, 1999; Balloux, 2004). WpaeanbHo ciydaiiHOe
oObEIMHEHNE TaMeT CKOpee HEBO3MOXKHO JUIS pPEaTbHBIX TOMYSIHNA, JaXe I MOPCKHX
HEPECTSIINXCSA BHJOB, MOCKOJIBKY BEPOATHOCTh B3aUMHOTO OIUIOJOTBOPEHHS CHJIBHO MEHSETCS B
3aBUCHUMOCTU OT PAacCTOSIHUSI MEXIy KOHKpeTHbIMU ocobOsimu (Levitan et al, 1992) wim 3a cuer
ruapoauHamudeckor TypOyinentnoctu (Mead, Denny, 1995). Ilpumepom npyroit KpaiHOCTH MOKET
CIIY)KUTHh CTPOTO TIOTIApHOE CKPEIIMBAaHWE, KOTZAa OJHY CaMKy OILIOJOTBOPSET TOJBKO OIHMH CaMell.
WHaTepecHo, 4T0 M30BITOK T'e€TEPO3HIOT B IOTOMCTBE, NPOW3BEICHHOM MAaJIbIM YHUCIIOM POJIUTEIEH,
BIIEPBBIC OTMEYEH Y KPYITHOTO POraToro CKOTa, I/Ie MHOTOYMCIEHHOE TIOTOMCTBO MTPOU3BOANUTCS JIUIIb
HECKOJIbKUMU ObIKaMu IIpU rapeMHoM ckpetiuBanuu (Robertson, 1965).

Ha ceromHsmHuii eHh NMPEIOKEHO K HCIOJIB30BAHUIO TOJBKO YETHIPE Pa3UYHBIX METOJa
oueHKkd N, wiu N, KOCBEHHO IO T€HETHYECKHM JaHHBIM, Yepe3 JKOJOTMYECKYIO IIKATy BPEMEHH:
BPEMEHHOM, 10 HEPAaBHOBECHIO CIICIUICHHUS, MO PAa3PEKEHUI0 ajuleleld M MO H30BITKY T'e€TepPO3HrOT
(Waples, 1991; Pudovkin et al., 1996; Hedgecock et al., 2007; Waples, Do, 2008). Xotst Bce 3T

CYIICCTBYIOIUEC MECTOABI UMCIOT JOBOJIbHO HU3KYIO MOITHOCTL B LECJIOM, B PAJAC KOHKPETHBIX CJIy4acB
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OHH OCTArOTCA CAUHCTBCHHBIM CPCACTBOM OIIPECACICHUA Ne HIJIIN Nb, 1 UMEHHO 3TH KOCBCHHBIC METOAbI
3a4aCTyIO TIOJIE3HBI B pabOTax MO COXPAaHEHHIO, OCOOEHHO KOI'/Ia OCHOBHOM BOIPOC COCTOMT B TOM —
aBisgercsa U 3QGEeKTUBHAS YUCIEHHOCTh MOMYNISIMN HU3KOU. [OCKONBKY KaKIbli M3 YIIOMSHYTBIX
MCTOJOB MMECT CBOH NPECUMYIICCTBA U HECAOCTATKHU, CHIIBHBIC H ciiadbie CTOPOHBI, NIPECACTABIIACTCA
1e71eco00pa3HBIM  MCIIONb30BAaTh HECKOJIBKO WJIM BCE JOCTYHMHBIE METOJIBI B COUYCTAHHM, a Jaiee
HMHTErpUpOBaTh MOJyYEHHbIE TakuM oOpa3oM OIeHKU. Eciau ke MMETCs JaHHbIE TOJIbKO OJIHOM
BBI60pKI/I, TO MOKHO HCIIOJB30BAaTh JIMIIb ABAa METOJA: n30bITKA rerepo3suroT U HEPABHOBCCHA I10
cuemienuto (Tallmon et al., 2008); ecinu 1ocTynHBI 1B BEIOOPKH (U3 OAHON MOMYJSALUU, Pa3AeICHHbIE
BO BpCMCHI/I), TO OTH [Ba MCETOJAa MOKHO JOIIOJIHUTH OHLCHKaMH, IIOJIYYCHHBIMHU C IIOMOIIBIO

BPEMEHHOTO METO/1a H M0 Pa3PEeIKCHUIO aJUICIICH.

Tabumua 7.12. Ouenku N, 10 U30BITKY TeTepo3uroT B cirydyae SNP-MapkepoB ¢ IByMs ajuiensiMu U
OJMHAKOBBIMHU HaCTOTaMH.

Mogensaoe Kon-so  Pasmep Ny YacroTa 95%-11
Np JIOKYCOB BBIOODKM OIIEHKA OIMMOKM  JMamna3oH
50 100 500 504  0.051 26.7-475.1
50 200 500 50.0 0.050 30.8-1353
50 300 500 50.0 0.051 32.8-103.4
50 600 500 499  0.050 36.6 - 78.9
70 100 500 70.7  0.052 31.5-
70 200 500 70.0  0.051 37.3-583.4
70 300 500 70.1  0.054  40.5-256.9
70 600 500 70.0 0.049  46.7-141.8

100 100 500 100.2  0.055 36.3 -
100 200 500 99.0  0.055 44.0 - 0
100 300 500 99.2  0.052 49.5 -
100 600 500 100.0  0.051 58.3-358.3
100 1200 500 100.6  0.053  66.3-208.9
100 600 1000 100.0 0.049  66.1-201.9
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§7.2 llporpamma «NB_HetExcess» 11l OleHKM MaJIeHbKOIl YMCJIEHHOCTH
npousBoaurtesei (/V,) Mo 4acToTaM reHOTUIOB B MOMYJISIIUN MIOTOMCTBA

UccnenoBanubiii B mpeapiaymeM mnaparpadge meron oreHkd 3SGEGEKTHBHONW YHMCICHHOCTH
MPOU3BOIUTENCH MO H30BITKY TE€TepOo3UroT ObUT peanu3oBaH B mporpamme Nb HetExcess s
MPAKTUYECKOTO KCTOJIb30BAaHUS HMCCIIENOBATEISIMHA, PAOOTAOIIMMH C PEATbHBIMH TEHETHYECKUMU
JaHHBIMU. JTa TMporpaMMa OlEHUBAaeT 3(PPEKTUBHYIO UYHMCICHHOCTH poauTenei (Np), KOTOopbIe

[IPOM3BENH BEIOOPKY IOTOMCTBA, 110 YaCTOTaM F'€HOTUIIOB B CCIEAYEMOM BbIOOPKE.
Ny=1/2D)+1/2(D+1)),
rze D 310 n30BITOK reTepo3uror (d;j), yCpeJHEHHBIH 110 BCEM aJIJIEIAM U JIOKyCaM:
D = Xxdy* (k1)) | 2 (ki-1),
ki — xoJIM4ecTBO ajuienel B j-M JIOKYce, djj - U30BITOK F€TEPO3UIOT i-I'0 aJlIeNs j-Io JOoKyca:
dij = (Hob-Hexp;;)| Hexp.

Hob; u Hexp; — 310 HabmogaeMmas u oxunaemas (o Xapau-BaiiHOepry) rerepo3uroTHoctu i-ro
ajulenst j-ro JoOKyca, cOOTBeTcTBeHHO. IIpeamomaraercs, 4To JIOKyChl He cuelyeHHble. [lpu
PACCMOTPEHHU T'E€TEPO3UTOTHOCTU IOJIMAIUIENBHOIO JIOKyca IS KaXKAOTo ajiens IOJCYUTHIBAIOCH
KOJIMYECTBO T'€HOTUIIOB i_He-i; TAKUM 00pa30oM OCYIECTBIIAIOCh CBEICHUE MOJINAIIEIBHOTO JIOKyCa K

)II/IaJ'IJ'IeJ'IBHOMy. COOTBCTCTBCHHO, OoXXugacmast FeTepO3I/IFOTHOCTB I-TO ajuiens 6y,HeT:
Hexpyj = 2pi(1-p;y)2ni/(2n;-1),

IJIe p;j — 9TO 9acTOTa i-T0 aJuIeJs j-TO JIOKyca B BBIOOPKE, #; — KOJTMYECTBO 0COOEH MCCIIEeOBAaHHBIX T10
J-MY JIOKYCY.
O6ocHoBanue wmetona omeHku mpuBenaeHsl B (Pudovkin et al, 1996). Cratuctuueckue

cBoiicTBa oleHkU paccMarpuBatotcs B (Pudovkin et al., 2009).

B mporpamme Nb HetExcess Ttaxke peanu3oBaHa OICHKa N, TEMIIOPAIbHBIM METOJOM
(monmynb «F-o1eHka»), B COOTBETCTBHH C BEpPCHEH 3TOro MeTo1a, onucanHoi B (Waples 1991). B stom

cjydac H606XOI[I/IMO HUMETH IBC I'CHOTUIINYCCKUC BBI60pKI/I, PpasaCIICHHBIC BO BPEMCHH.

[Iporpamma pabotaer mnon Windows XP, He TpeOyer crnenuanbHON HHCTAUISALUH.

HUcnonasgeMsle W BcoMoTaTeabHBIE (bal\/’IJ'IBI JOJI?KHBI OBLITH IMOMCIICHBI B OTHACJIBHYIO IIallKy Ha
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KECTKOM OUCKE. HpI/IMe‘IaHI/IeI OTa IIarKa HE JOJDKHa OBITH HA JHUCKE C 06HII/IM CCTCBbBIM JOCTYIIOM, B

aTOM ciydae (aiin cipaBk (fe.chm) He OTKpBIBaeTCS TOJDKHBIM 00pazoM.

[To xnmky Ha ucnonHseMoM (aiine (fe.exe) mosBILETCS TaHEb, COACPIKAIIas KHOTKHU JUIS
HaBHTAIMK U PpaboThl ¢ mporpammoirt (Pucynok 7.4). Tarxke maHenb COACPKHUT (aill «ITOMOIIBY,

JTATOIIHH TTOPpOOHBIE HHCTPYKIIMH IO paboTe ¢ mporpammoit (Pucynok 7.5).

Exit Help

& Selecttask package ClDSBtDOS winclow after 2 " Execute package View file | | Browse...
execution =

Use same directory for INFUT and OUTPUT files v

File name: |

Description: |

Description File path and name

Pucynok 7.4 Oxno nporpammbel Nb_HetExcess.

T = =

CKphITE Hazan MevaTs MapameTtphl

= {1 Nb_HetEx The program Nb_HetEx (the D-estimator module) estimates the effective number
] Main help page of breeders (Nb), who produced the sampled progeny, from genotype numbers

[?] Genotype numbers example for D-estimator : :
[7] Genotype numbers example for F-estimator contained in the pIOCESSEd sample.

[?] GenePop format example . Nb=1/ (ZD) +1/ (Z(D‘H)), ]
[2] Example of D outputfile where D is the heterozygote excess (dij) averaged over all the alleles and loci:

[?] Example of F output file _ ®
[7] Multiple populations. Genotype numbers ex: D Z“E(dij wl_l)lz(wl_])’

(2] Multiple populations. Genotype numbers ex{ || w.. = sqrt(n.)*(k.-1) / k. , n. is the number of individuals surveyed for the j-th
@ Multiple populations. File with the numbers o y . ] ] 171 . .
locus, kj is the number of alleles at the j-th locus, dij is the heterozygote excess

for i-th allele at the j-th locus: dij = (Hobij-Hexpij);’ Hexpij. Hobij and Hexpij are

the observed and expected heterozygosites for the i-th allele at the j-th locus. The
loci are assumed to be unlinked. Considering heterozygosities at multiallelic loci
we count for each allele the number of genotypes i_not-i, thus transforming the
data into d;-allelic cases. Correspondingly, the expected heterozygosities for the

i-th allele will be Z*pij*(l-pij))*Zrlj;’(an-l), where Pjj is the frequency of the i-th

allele at the j-th locus in the sample.

The rationale for the estimation method is given in: (Pudovkin Al, Zaykin DV

and Hedgecock D. 1996. On the potential for estimating the effective number of

breeders from heterozygote-excess in progeny. Genetics, vol.144, pp.383-387).

Statistical properties of the estimator are considered in: (Pudovkin Al, Zhdanova

OL and D.Hedgecock. Sampling properties of the heterozygote-excess estimator
of the effective number of breeders. (Conservation Genetics, submitted)).

Pucynox 7.5 Okno nmomomu nporpammbel Nb_HetExcess.
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JlanHbie st 00pabOTKHU MIPEIOCTABIIAIOTCS B TEKCTOBOM (haiine, 3anmucannbie B Buae GenePop-
¢dopmara (Raymond, Rousset, 1995) (B Buie CTPOK ¢ MYJIbTH-JTOKYCHBIMH I'€HOTHITAMHU I KaXKIOTO
WH/IMBHyyMa) WM TPYINIIAPOBaHHBIE KaK CyMMapHbIE TCHOTHITMYECKHAE YaCTOTHI BRIOOPKH. [Ipumepsl

o0oux (hOpMaTOB JAHHBIX MIPHUBEICHBI B (asie momoru (Pucynku 7.6, 7.7). JlaHHbBIC 711 9 THX

CrphITe Hazan MeuaTs [apameTpsl

= ([ Nb_HetEx [4 C:\Documents and Settings\Dennis\My Documents\Manuscripts\Vk\Flat oyster\Q

Main help page [number of populations] 1
" Genotype numbers example for D-estimator [number of loci] 3
7] Genatype numbers example for F-estimator [POP1: number of individuals] 185

[2] GenePop format example [number of alleles in loci] 16 12 16

Example of D output file
2 Example of F output file {3223‘?{?? numbers]

[#] Multiple populations. Genotype numbers ex:
Multiple populations. Genotype numbers ex: 2
Multiple populations. File with the numbers o

DO ONOE WD WeNDO oW
DO O oo MNEDWwo o NO
COoOMNWOoO OO0 o oo
DN O WO mNE e O &N

DO O WO D O

[=J= =T % R R T Ll =1

0D O0ONOWRFEOoOD

(= e R s T S

0
0
0
0
3
0
2
1
2
4
0
1
0
0
0

[number of individuals]
[locus 2]
1

R e I e T e Y e Y~ =S T P B e W I 2
Do oMWW Do O
COoORFRMNORFROMNOO

(] =
D oMNOoO OO N
D O o O W W

Pucynok 7.6 [Ipumep popmara JaHHBIX B BHJIE CYMMApHBIX TCHOTHITHYECKUX YaCTOT BEIOOPKH Jijist D-
Mo yist mporpammbl Nb_ HetExcess.
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i) =)

W] el S - i
(| CrphITe Hazan MeuaTs [apameTpsl
= ([ Nb_HetEx 4 C:\Documents and Settings\Dennis\My Documents\Manuscripts\Vk\Flat oyster\Oe
Main help page J12 2

@ Genotype numbers example for D-estimator TS

2] Genotype numbers example for F-estimator H15
1?] GenePop format example I POP
7] Example of D output file
@ Example of F output file

thl, 134144 142148 140144
@ Multiple populations. Genotype numbers ex: th2, 124130 118128 162170
&} Multiple populations. Genotype numbers ex: th3, 124124 106118 158164
Multiple populations. File with the numbers o th4, 150154 134140 154160
th3, 152156 118124 154160
thé, 124144 000000 1le017&
th7, 124136 106118 160164
th8, 140140 132142 172176
th%, 126148 134138 160168
thl0, 124124 106132 1le0lé6
thll, 124160 124154 160164 -

4 n 2

L 1 2

Pucynok 7.7 Ilpumep nanusix B Buge GenePop-dopmara s D-moxynst mporpammer Nb_ HetExcess.

IpUMepoB (F€HOTUIUYECKHE YacTOThl MO 4-M MHKpPOCATEJUIMTHBIM JIOKYCaM PpOJAUTEIBCKOM
MOMYJISIIUK U HEMOJIOBO3PEIbIM 0COOSIM €BPOIENUCKON TUIOCKOM YCTPHIIbI) B3AThl U3 HCCIIEIOBAHUS,

omyonmukoBanHoro B (Hedgecock et al., 2007).

@aiin ¢ pesynbratoM (Pucynok 7.8) comepKuT 4acTOTHI ajyuiesied B M3ydaemMoMm oOpasiie,
OXKHJaeMble M HaOJII0JJaéMble TE€TEPO3UTOTHOCTH M0 KaXJIoMy Jokycy, a Takxke 50% u 95%
noBepuTenbHbie HHTEpBabl (CI); KpoMe TOro, yCpeaHEHHBIE M0 BCeM JIoKycaMm oueHku D, Ny(D) u

BBIOOpOYHAs cTaHAapTHas ommoka D (SE).
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(% title

8 & = s
CKpBITE Hazan Meuate OapameTpel
= () Nb_HetEx Input: 'spat-3d.data' B
[2] Main help page Program D-estimator run on Fri May 30 11:07:27 2008
[2] Genotype numbers exampl| || Number of bootstrap iteratiens is 1000
[ Genotype numbers exampl| || Number of populations 1 Number of loci 3
E Gpmpmwmﬂ POP1l: Sample size 185
<] Example of D output Allele numbers: 16 12 16 sum: 44
[?] Example ot F output file -
[#] Multiple populations. Genot Allele frequencies: 3
[ Multipe populations. Genot| || 11 0.0328 0.0792 0.0055 0.0437 0.0765 0.1175 0.0492 0.1083 0.1066 0.0820
[ Multiple populations. File wi 0.2048 0.0055 0.0628 0.0109 0.0082 0.0055
Sum in Ll: 1.0001
Sample size of Ll: 183
L2 0.0773 0.1050 0.0442 0.0055 0.2044 0.024% 0.2403 0.1%06 0.0331 0.0083
0.0525 0.0138
Sum in L2: 0.9999 M
Sample size of L2: 181
L3 0.055% 0.0084 0.1620 0.1061 0.0335 0.055% 0.0196 0.0475 0.0615 0.0447
0.1061 0.01%6 0.0223 0.1453 0.1034 0.0084
Sum in L3: 1.0002
Sample size of L3: 179
Harmonic average sample size 181.0
Heterozygosities
Hobs Hexp d Nb (d) 50% CI 95% CT
Ll 0.518 0.895 0.002 218.7 58.5 inf 23.6 inf
L2 0.873 0.843 0.030 17.2 15.8 18.7 13.7 23.1
L3 0.961 0.905 0.047 11.2 10.4 12.1 9.1 14.4
F ok ok A ok ok A E ok ok ok A ok R ok ok A o A ok R A o o A kA R Ak F A F h R h A R A A A A A R A A A A A R R A F A A A A F A A A R A A A A A A A Rk A kR A h Rk ok *h
4 (LI} 1 AR R AR A A A A A A A A R A A R A A R A A A A A R A A A A A A A A R A A R A A A A AR A A AN A AN A AN A AN A AN AN A AN A AN A ANAAANARNNARNARNNAR

over all loci

D = 0.02539%21 SE = 0.018541 Nb(D) = 19.8

Confidence intervals
99% 95% %0% 15% 60% *Nb* 60% 15% 90% 95% 99%
6.8 8.2 9.1 10.9 12.4 *19.8% 50.6 127.1 inf inf inf

Bootstrap estimate for the probability of cbtaining of current

or larger D under O-hypothesis (no drift): p = 0.003000
60% 75% 90% 95%

D 0.004 0.008 0.014 0.017

Nb 137.7 64.6 37.0 26.6

Bootstrap confidence intervals:

99% 895% S0% 75% 60% *median* 60% 75% S0% 895%
D: 0.048 0.043 0.040 0.037 0.034 *0.028% 0.022 0.019 0.016 0.013
Nb: 11.0 12.1 12.8 14.2 15.0 *18.4% 23.5 26.3 31.7 40.4

R R R L s

A R A A A A A A A A A A A A A AN A A A A A A A A A A A A A A A A A A A A A A R A A R A A A A A A A A A A A A A A A A A A A A A A A A A A A A A A AN A AN AN AN AR

m

Fops Size Llleles Nb CI95% btNb btCI95s% p(>=D)
1 181.0 14.7 159.8 8.2 inf 18.4 12.1 40.4 0.003

The time elapsed 15 1 seconds
KK KA N N N A N N N N N R R N N A N A A A N A A A A A A A A A A A A A A A A A A AT I T T A AT AT I A I T A A A Hok®

Pucynok 7.8 [Ipumep daitna ¢ pesynpratom padotel D-moayis nporpammel Nb HetExcess.

SE(D)* = (XX widy | Zwi - (ZZ wi di/Z w; )* )/E(ki-1),
rae w;= (ki-1)/ k.

[Tporpamma Taxxe reHepupyeT OYTCTPIMHYIO OLCHKY BEPOSTHOCTH (p) MOJydeHHs o0paslia ¢ TaKuM
ke, KaK B HCCIICIyeMOW BBIOOPKE, WM OOJBIIMM H30BITKOM TeTepPO3WroT M3 Xapiau-BaiunOeprckoit

MMOMYJIAINH.
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[— = |
2 title = x|
& % = e
CKpHITE Hazan Meuate NapameTpsl
= 0 Nb_HetEx Input: 'adults-3d.gpop' 'spat-3d.gpop’ 7]

[2] Main help page

[2] Genotype numbers exampl
[2] Genotype numbers exampl
[2] GenePop format example

[3] Example of D gutput file
7| Example of F outputfile
[#] Multiple populations. Genot|

[2] Multiple populations. Genot
[2] Multiple populations. File wi

4 I 3

Program F-estimator run on
Number of pairs of temporal samples is 1

Fri May 30 11:14:09 2008
Number of loci 3

Number of bootstrap iterations is 1000

m

Allele numbers: 25 27 26 Sum 78
PRIR]1:The number of generations between 1-st and 2-nd temporal samples is: 1.0
First temporal sample b
Bllele frequencies:
Ll 0.10%4 0.0052 0.0052 0.0052 0.1615 0.046% .0052 0.0260 0.0313 L0677
0.046% 0.0365 0.0825 0.0729 0.0729 0.0313 .0833 0.0313 0.0052 .0313
0.0260 0.0052 0.0104 0.0104 0.0104
Sum in L1l: 1.0001
L2 0.12%0 0.0054 0.0054 0.0054 0.1344 0.0108 .0215 0.0538 0.0269 .0484
0.0323 0.0323 0.0860 0.0538 0.0591 0.0591 .0914 0.0323 0.0108 .0215
0.0108 0.0215 0.0108 0.0215 0.0034 0.0054 .0054
Sum in L2: 1.0004
L3 0.0053 0.031¢ 0.0000 0.0105 0.0211 0.0158 L0316 0.0263 0.0474 L0474
0.0737 0.2684 0.0632 0.0632 0.0632 0.0263 L0211 0.1000 0.0158 L0211
0.0105 0.0105 0.0158 0.0000 0.0053 0.0053
Sum in L3: 1.0004
Heterozygosities
Hobs Hexp Sample sizes
Ll 0.890 0.924 96
L2 0.530 0.928 93
L3 0.%21 0.850 95
Harmonic average sample size 94.7 il
PAIR1: Second temporal sample i
Zllele frequencies: l
Ll 0.0328 0.0000 0.0000 0.0000 0.079%92 0.0055 .0437 0.0765 0.1175 L0492 |
0.1093 0.106e 0.0820 0.0000 0.2049 0.0055 .0628 0.0000 0.0109 .oogz
0.0000 0.0055 0.0000 0.0000 0.0000
Sum in L1l: 1.0001
L2 0.0773 0.0000 O0.0000 0.0000 O0.1050 0.0442 .0000 0.0000 0.0000 .0055
0.0000 0.0000 0.2044 0.0249 0.2403 0.1906 .0331 0.0083 0.0000 .0000
0.0525 0.0000 0.0138 0.0000 0.0000 0.0000 L0000
Sum in L2: 0.9999 =
L3 0.0000 0.0000 0.055% 0.0000 0.0084 0.1620 .1061 0.0335 0.0559 L0196
0.0475 0.0615 0.0447 0.1061 0.0000 0.01%¢ L0223 0.1453 0.1034 .0000
0.0000 0.0000 O0.0000 O0.0084 O0.0000 O0.0000
Sum in L3: 1.0002 E
Heterozygosities
Hobs Hexp Sample sizes
Ll 0.921 0.892 183 W
L2 0.875 0.840 181
L3 0.964 0.903 178
Harmonic average sample size 181.0
£ Nb(f) 50%CI 95%CI
Ll 0.04570 13.2 11.¢6 16.2 6.2 25.1
L2 0.05017 11.% 10.5 14.4 5.8 21.8
L3 0.051¢66 11.5 10.1 13.9 5.5 21.1
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Pucynok 7.9 Ilpumep daiina ¢ pesymbsratom padotsl F-moayis nporpammel Nb HetExcess (Hagaio).

Taxxke reHepUpylOTCs OYTCTP3IHBbIE JIOBEPUTEIbHBIE HHTEPBANBl Ui PACCUUTAHHBIX 10

BbI0OpKE o1eHOK D u Np(D) (P = 60%, 75%, 90%, 95%, 99%).

[Tpoumemypa Oyrcrpema (Efron, 1981; Hesterberg et. al., 2005) ocymecTBisieTcs myTeMm

MMOBTOPHOM CITy4altHOM BBIOOPKH 0CO0€H M3 MCXOAHOTO oOpasia W CO3/laHusl TaKuM oOpa3oM Habopa

MMOBTOPHBIX BBIOOPOK. BriOOpKa 0coO€H MpOU3BOIUTCS C BO3BPATOM, T.€. MPHU KAXKIOU MOCIEIYIOIICH

UTEpalUyd BbIOOpAa KaXKIbIH HHAWBUIYYM HMEET Ty K€ BEPOSITHOCTh IONACTh B TIE€HEPUPYEMBIH

206



MIOBTOPHBIA 00pasel, 4To W B Ipenplayniue pasbl. Kaxpas noBTopHas BbIOOpKa MMEET Takoul ke
pa3Mep, Kak M UCXOoJHbIA oOpasen. [locie co3panus mOBTOpHOro oOpasua Juisi HEro MPOU3BOJIUTCA
pacdeT Bcex mapaMeTpoB (Kak W JJIsi MCXOIAHOM BBIOOPKH): allJIeIbHBIC YaCTOTHI, HAOIIOaeMbIE U
OKHUJaeMble TeTepO3UrOTHOCTH, NN, 1o u30BITKY rerepo3uror u T.4. llpegenmamu i 95%-x
JIOBEPUTEIBHBIX HHTEPBAIOB ABIAIOTCA 2.5% 1 97.5% - IpOLEHTWIIN YIOPSAA0YEHHOTO psAa 3HAUYCHUI

Np BCeX MOBTOPHBIX BBIOOPOK. AHAJIOTHYHO PACCUYHUTHIBAIOTCSA W JIPYTHE JIOBEPUTEIBHBIC HHTEPBAIIBI
(60%, 75%, n 1.11.).

KT e

= = e e

CKpHITE Hazan Meuate NapameTpsl

I I T T I T I IS I I

B U Nb_HetEx
[2] Main help page
[2] Genotype numbers exampl
[2] Genotype numbers exampl
[2] GenePop format example

[2) Example of D quiputfile F=0.045237, Eb(F)=12.1
[2] Multiple populations. Genot
[?] Multiple populations. Genot| || Confidence intervals

2] Multiple populations. Filewi ||  99%  95% 90% 75% 60% *Nb*  60% 75% 90% 95% 99%
7.1 8.1 8.6 9.6  10.2  *12.1¥ 14.1  15.0  16.5  17.5  19.7

over all loci in the pair 1 of temporal samples

Bootstrap estimate for the probability of obtaining of current

or larger F under 0O-hypothesis (no drift): p = 0.000000
60% 75% 90% 95%

F 0.008 0.009 0.010 0.010

Nb 3056.5 718.0 343.2 271.9

Bootstrap confidence intervals:

99% 95% 90% 75% 60% *median* 60% 5% 90% 95%
F: 0.067 0.065 0.064 0.062 0.060 *0.057* 0.054 0.053 0.051 0.050
Nb: 8.4 8.8 9.0 9.3 9.6 *10.2% 11.0 11.2 11.7 12.0

R R R L s

R K K A K A A A A A R A R A R A R A A R A R A R A A R A A R A A R A A A A A A A A A A A A A A A A A A A A A A A A A A A A A A A A A A A A A A A A A h Ak &

Pops Sizel Size2 Alleles Nb CI95% btNb btCI95% p(>=F)|~
1 84.7 181.0  26.0 12.1 8.1 17.5 10.2 5.8 12.0 0.000

The time elapsed is 2 seconds
KK KA N N N A N N N N N R R N N A N A A A N A A A A A A A A A A A A A A A A A A AT I T T A AT AT I A I T A A A Hok®

< 11l 3 4
4 [T ] r

Pucynok 7.10 Ilpumep ¢aitna ¢ pesynbratrom pabotsl F-monyns mporpammel Nb HetExcess
(mpomoinKeHue).

@aitn, renepupyeMbiii moayiaem F-onenku (PucyHox 7.9, 7.10) Takxke COHEpKHUT YacTOTHI
ajulenel Uil ABYX BPEMEHHBIX 00pas3loB, HAOIOAaeMble M O0XXHMJAEMbIE TI'€TEPO3UTOTHOCTH,
HOJIOKyCHBIE OLEHKHU f;, N.(F), 50% u 95% wunrepBansl. MeToauka pacuera BpPEMEHHOIO METOJA

(moJrydeHue 3Ha4EHUH f; , CIOCO0 UX yCpeHEeHHs A MoJrydeHus /' u T.1.) B3aTa u3 Waples (1991).

[Iporpamma HaxoauTcs B CBOOOTHOM ocTyIie 1Mo aapecy ftp:/ftp.dvo.ru/pub/Personal/NB-Estimator/.
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3aknroyeHue

B pamkax numccepranuy HCCIELyeTCs 3BOJIOLMA IOMYJSLHH, CYLIECTBYIOLIEH B YCIOBHAX
OTPAaHUYEHHOCTH KU3HEHHBIX PECYpPCOB, UTO BBIPAXKAETCS B INIOTHOCTHO-3aBUCUMOM JIMMUTUPOBAaHUU
pocTa ee YMCIeHHOCTH. [IpoBeIeHO aHAIIMTUYECKOE U YACICHHOE UCCIIEI0BAaHUE MOJIEIH OJHOPOIHON
MEHJEJIEBCKON MAHMHUKTUYHOM MOMYJISLUUM JUIUIOUAHBIX OpPraHU3MOB C OJHUM JHaJUICIbHBIM
JOKYCOM TP OKCHOHEHIMAJIbHOM JIMMUTHpPOBaHWHU. HaljeHbl reHeTHdecku MOHOMOpPQHBIE
CTallMOHApHbIE TOYKH, YCJIOBHUS HX CYIIECTBOBaHHMA U YycroilunBocTu. OmpeneneHsl yCIOBUS
CYLIECTBOBaHMs U 00JIaCThb, B KOTOPOM HaxoAWTCs nosuMopdHas cTallMOHapHas TOYKa. BbIsBIEHbI
yCIIOBHS, MPH KOTOPBIX MOJUMOP(GHOE paBHOBECHE BCErja HE YCTOWYMBO, a TaKXKe YCJIOBHUS, IpPU
KOTOPBIX €ro yCTOWYMBOCTb BO3MOXKHA. B COOTBETCTBMM C pE3yJIbTATAMM aHAIW3a CTALMOHAPHBIX
TOYEK CHCTEMBI IIPOBEIECHO YMCICHHOE HCCIEJOBAaHUE MOJCIH B Pa3JIMYHBIX I[APAMETPUYECKUX
oOnactsax. BbIgBIeHBl 00JaCTM  Pa3IMYHOIO JUHAMMYECKOI'O IOBEJIEHHS YHUCIEHHOCTH U
TEHETHYECKOT0 cocTaBa nomnyssanuu. [IpoBeneHHoe ucciaenoBanue nokasasuo, YTO XapakTep IMHAMUKU
YUCIIEHHOCTH ONpENeNsieTcs pPenpoAyKTUBHBIMU IMOTEHLIMAJaMH TE€HOTHUIIOB, a MOJUMOp(U3M WU
MOHOMOpP(}U3M yCTaHOBUTCS B MOMNYJSALUH, BO MHOTOM 3aBHCUT OT B3aUMHOIO PAaCIHOJIOKEHUS
PECYPCHBIX I1ApaMETPOB T€HOTUIIOB.

IIpoBeneHO  aHANIUTHYECKOE  HUCCIEAOBAaHUE  MOJAEIM  OJHOPOAHOM  MEHIACIIEBCKOMN
MaHMUKTUYHOU TIOMYJIALUU JUILUIOMAHBIX OPraHU3MOB C OJHUM IIOJUAJUICIBHBIM JIOKYCOM IIpH
HKCIOHEHIIMATIBHOM JIMMUTHPOBaHUU. Hali/leHbl TeHeTH4ecKu MOHOMOpP(HbBIE CTAllMOHAPHBIE TOYKH,
YCIIOBUSL MX CYIIECTBOBAaHUSA M ycToM4MBOCTH. OmpeneseHbl YCIOBUS CYLIECTBOBAHUS U 00JIacTH, B
KOTOPOH HaXoAATCs MOoJMMOpGHBIE CTAallMOHAPHBIE TOUKU. J[J1s1 KaX/10ro moauMop(pHOro paBHOBECHUS
BBISIBIICHBI YCJIOBMS, IIPU KOTOPBIX OH BCErJa HE YCTOWYMB, a TAaKXKE YCIIOBHs, IIPU KOTOPBIX €ro
YCTOMYHBOCTH BO3MOKHA.

C noMoIiblo YMCIEHHOTO MOJEIMPOBAHUS MOIYUYEHbI IPUMEPHl YCTAHOBJIEHMS B MOMYJSALUN
MoHOMOp(dH3Ma, a Takke nonumopdusma. [lokazaHa BO3MOKHOCTh HECTAIIMOHAPHOW JMHAMUKU KaK
YUCJIICHHOCTH, TaK M TE€HETUYECKOIO COCTaBa Monyisinuu. IIpm 5TOM BO3MOXKHO CYIIECTBOBAHHUE
nosuMopdusma ¢ OGOJBIIMM YHUCIOM ajljienied, Jake JIETAIbHBIX B TOMO3MIOTHOM COCTOSIHUH, YTO
Corjiacyercsi ¢ pe3yabTaTaMyd MMHUTAIMOHHOTO MOJICIMPOBAHUS, BBIOJHEHHOTO B pabote (Spencer,
Marks, 1992).

IIpenaraercst U UccaeayeTCss HHTErpaabHas MOJENIb YBOJIFOLUN MEH/IEIEBCKONW OHOJIOKYCHOM
MOMYJISIIMK AUIJIOUTHBIX OPraHU3MOB C KOHTHHYaJbHBIM pa3HoOOpa3zueM ajuiesnieil, pa3BUBaroIlascs
KaK B YCJIOBHUSIX TNIOTHOCTHOTO JINMUTUPOBAHUS TaK U 0€3 MIIOTHOCTHOrO TUMUTHpoBaHus. Ha ocHOBe
TOM MOJEIU HCCIEAYETCS MEXaHU3M BO3HMKHOBEHUS IHUCKPETHBIX I'€HETUYECKUX CTPYKTYp, T.€.

nporecc GUKcaluy OrpaHUYeHHOTro yucia ameneid. [TokazaHna nokanpHas yCTOMYHBOCTD MOJYYEHHBIX

208



TeHETUYECKUX paclpeiesieHui K BO3JAEHCTBUIO pPAaBHOMEPHBIX PABHOBEPOSTHBIX  MYyTallHi.
[TpoBeneHHOE MCCIEIOBAaHUE TIOKA3BIBACT, YTO B «CIIy4ae OOIIEro MOJOKEHUS AaXe U3 OECKOHEUHO
(KOHTHHYaIIbHO) OOJIBIIIOTO Pa3HOOOpa3us ajieNiel, B IBOJIONUN MOMYJISIHHA B IETEPMUHUPOBAHHOU
CUTyalluu OCTaeTcsi HeOObIIoi HabOp MUCKPETHBIX ajuieneil. Jlaxke BBeAeHHE B MOENb OOJBIIMX
PaBHOBEPOSITHBIX MYyTallUi HE MPUBOAMUT K IMOSIBICHUIO YCTONYMBBIX PABHOMEPHBIX PACIpENEICHHIA.
MyTaluuoHHBIA TPOLIECC HECKOJIBKO «pa3Ma3blBacT» IOJIYUYEHHBIE paCIpEeNICHUsl, HO OCTarOTCs
HEMHOT'OUMCJIEHHBIE [TIOYTU JTUCKPETHBIE ITMKH, XOTs KOJIMYECTBO U BEIMUYMHA [IMKOB 3a CYET MyTalui
MO3KeT Bo3pacTu. [lo-BuaMMOMY 3Ta cUTyalusi HE U3MEHUTCS U Ui KOHEUYHOTO, HO OYE€Hb OOJIBIIOTrO
yHuclla HayalbHBIX ajuieleil. YpaBHEHHMS IAUHAMUKH TaKOBbI, YTO HE HPUBOJAT K PaBHOMEPHBIM
pacnpeneseHusM OONbIIOro uyucia amiened. TUNMMYHBIMU OKa3bIBAIOTCS PACHPEICIICHUsS C MajbIM
yuciioM ¢opM. VIMEHHO 3TUM MOXET OIpPEAEAThCS CYLIECTBEHHAs OTPaHMYEHHOCTb aJUIEJIBLHOTO
pa3HooOpasus mo 60JIbIIEMY YUCITY T€HOB, HAOIIOAaeMas B IPUPOAHBIX MOMYISAIUIX.

PaccmoTtpena 3BoOINMS ABYXBO3PACTHOM MOMYJISIIUHU, IPU 3TOM OOJiblliee BHUMAHUE YI€JIEHO
MOJICJIMPOBAHUIO MEXaHHW3MOB HACJI€ZJOBAHUS AJANTHUBHBIX IOMYJISALMOHHBIX XapaKTEPUCTHK.
Pa3paboranbl Monenu AMHAMUKM TE€HETUYECKOW CTPYKTYpPhl M UHCIEHHOCTH Ul MONYJSALUU C
0TOOPOM IO BBIKMBAEMOCTSIM
. B IOPENPOAYKTHUBHOM IPYIIIIE;

. B PENPOAYKTUBHOU IPYIIIE;

. B JIOPENPOAYKTHUBHOMN U PENPOYKTUBHON IPyIIIAX.

IIpoBeeHO aAHAJIMTUYECKOE M YHMCIEHHOE MCCIEAOBAHHME DBOIIOLMOHHBIX  MOAEIEH
IUIOTHOCTHO-3aBUCUMOTO0  OTOOpa B JIBYXBO3pacTHOM momynsuuu. HaligeHsl TreHeTuyecku
MOHOMOp(]HBIE paBHOBECHS, ONPENIEIECHBI YCIOBUS UX CYLIECTBOBAHUS U yCTOMUMBOCTH. B Monensx ¢
0TOOPOM TOJBKO B OJHOM BO3pAcTHOM Ipymie HaieHbl MOJUMOpP(HbIE CTAI[MOHAPHBIE TOYKU M
YCIOBHSI HMX CYLIECTBOBAaHHsA. B COOTBETCTBHUM C pE3yJbTaTaAMM aHajdW3a CTAlMOHAPHBIX TOYEK
CHCTEMBI NIPOBEJICHO YHUCICHHOE MCCIIEJOBAaHUE MOJENEH B pa3IMYHbIX MapaMeTpUYEeCKUX 00IacTsX.
Bremonnena knaccudukanus o6gacTeil pa3MYHOrO JUHAMUYECKOrO TOBENEHUS YHCIEHHOCTH U
TeHETUYECKOr0 COCTaBa MOMyJSUUU. Tak reHeTHYeCKUi COCTaB MOMYJISAINH, a UMEHHO, OyleT 1 OHa
noaMMOpP(HON WM MOHOMOpP(HOW, BO MHOTOM OIPENENSETCS B3aUMHBIM  PACIOI0KEHUEM
IPUCIOCOOTIEHHOCTEN T'eTePO3UTOTHl M TOMO3UTOT; IS Cilydasl IUIEHOTPOIUY TOIy4eHO OanaHCOBOE
COOTHOILIEHUE MPHUCIIOCOOICHHOCTEN IeTepo- U TOMO3MIOT MIIQJIIEr0 M CTapliero Bo3pacTta. B cBoro
ouepelb  MPHUCIOCOOJEHHOCTH  MPHCYTCTBYIOIIMX B  MOMYJIALMU TEHOTUIIOB  ONPEAETSIOT
CPEIHETOMYIALMOHHbIE BeMUYMHBI W M C, KOTOpbIE BMECTE OIpPENeNAIOT XapakTep AMHAMUKU

YUCJICHHOCTU BO3PACTHBIX I'PYIIT U TCHECTUYCCKOI'0 COCTAaBa MOMYJIAINU.
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[IpeuiokeHHBIE  MOAENM  TMO3BOJIAIOT — IJIyO’K€  IOHATh  JBOJIOLMOHHBIE  MPOLECCHI,
IpOTEKaIMe B CTPYKTYpUpOBaHHOM mnomnyisuuu. I[IpoBeneHHOE uHccieloOBaHUE B LEIOM
MNOATBEPXKJIAET PEe3ydbTaThl MPEABIIYIIMX MCCIAEA0BAaHUN, KOTOPbIE H3y4Yadd TOJIbKO JAWHAMUKY
YUCJICHHOCTH JBYXBO3DaCTHOM HNOMYJIAUMH. JICHCTBUTENBHO, YBEJIMYEHUE PEHPOLYKTHBHOIO
noTeHIMaza W 1/UiId BDKMBAEMOCTH C COIPOBOKAAETCS YCIOXKHEHUEM MHAMMKH €€ YMCICHHOCTH;
IPYA 3TOM BO3MOXKHA KaK JECTa0MIM3alus, TaK W CTAOMIM3alMs AUHAMHKH T€HETHYECKOTO COCTaBa
nonynsuu. OIHAKO 9SBONIONMOHHBIA POCT CaMUX QJaNTHBHBIX IapaMeTpPOB MOXKET OBITh
HEMOHOTOHHBIM, CO 3HAUYUTENbHBIMU (IYKTyallMsIMU; [PHYEM B Clydyae aHTarOHUCTUYECKOMN
IUIEMOTPOIIMM POCT OJHOTO M3 3THUX I[apaMETPOB, KaK IPABWIO, CONPOBOXKIAACTCS 3aKOHOMEPHBIM
YMEHBIICHUEM JIPYTOT0, MPHU 3TOM JTUHAMUKA YUCICHHOCTH M TEHETHYECKOTO COCTaBa MOJIMMOPGHON
nomyisiuMM ~ fectabunusupyercsi.  PaccmarpuBaeMble  MOAENM  JONYCKAlOT — CYLIECTBEHHOE
pa3sHooOpa3ue AMHAMHUYECKUX PEKUMOB T'€HETHMUYECKON CTPYKTYphl M YMCICHHOCTH JABYXBO3PAcTHOM
nonymsiuuy. Ilpu 3TOM HauyanbHbIE YCIOBHA B OTHEIBHBIX CIIy4asX MOTYT OIpPEAEIATh Kak
FEHETUYECKUI COCTaB MOMYIISILIMY, TaK U XapaKTep JUHAMUKHU €€ YUCIEHHOCTH.

[TpoBeneH MOJENbHBIN aHAIU3 CBSI3U MEXIY MPOJOJIKUTENBHOCTBIO OHTOI€HE3a U XapaKTepOM
JUHAMUYECKOTO  IOBEAEHUS  HM30JMPOBAHHOM  HOMyMsAUM  (CTPYKTYpOH M Pa3sMEpHOCTHIO
BO3HHUKAIOIIMX XAOTHUECKUX aTTPAKTOpoB). B oaHOpOAHONM momynsiuu BO3pacTaHUE CKOPOCTH €€
IPUPOCTA COMPOBOXKIACTCSI 3aKOHOMEPHBIM IEPEXOJAOM OT YCTOMUMBBIX pEXKHMOB JTUHAMUKU
YHUCIIEHHOCTH K KOJIeOaHMSIM M Xaocy (IICEBIOCTOXACTHUYECKOMY IOBEJCHHIO), T.€. MEPEXOAOM OT
PABHOBECHBIX PEKUMOB JMHAMUKHA K HEPAaBHOBECHBIM; JJisi OoJiee CIOXKHBIX HEIMHEHHBIX Mojenei
JUHAMUKHA TOMYJSIIMA C BO3PACTHON CTPYKTYpOH (MPOJOKUTENBbHBIM OHTOTEHE30M) YBEJIMYEHUE
PENPOAYKTHBHOTO TIOTEHIMANa (8) Takke MPUBOJAUT K BO3HHMKHOBCHHIO XAOTHUYECKHX aTTPAKTOPOB,
CTPYKTypa U pa3MEpHOCTb KOTOPBIX MEHSIOTCS IPU H3MEHEHUU MapameTpoB Mojenu. OmHako
YBEJIIMUEHUE MPOJOJKUTEIBHOCTA U CIOKHOCTH OHTOI€HE3a «B CPEIHEM» HE YBEIMYMBAET CTEIECHb
Xa0TH3alMM aTTPAKTOPOB. B wacTHOCTH, B MOJB3y OONbIIEH AMHAMUYECKON yCTOWYMBOCTH TOBOPHT
OoOHapyXeHHOE€ B MOJENSAX MHOIOBO3PACTHBIX NOMYNALMA paclIupeHrue o0yacTh 3HAuYeHUH
pPENpOAYKTUBHOTO IOTEHIMAla, OTBEYAIOIIMX pABHOBECHOW JHWHAMHUKE, CYXEHHE pa3Maxa
GuyKTyanuii 4MCIEHHOCTEH BO3PACTHBIX TPYMI, a TaKXke CKyJHOE pa3HooOpa3ue aTTpakToOpoB
60JIBIION Pa3MEPHOCTH U Mpeodiiafannue 00JIacTel, Tie XaoTH3alHsl aTTPaKTOPOB BhIpakeHa ciabo.

VYcnoxHEeHe OHTOT€HEe3a Yepe3 BO3pacTaHUE YKCiia FOBEHIIBHBIX BO3PACTHBIX TPYIII, CO3aBast
MOTEHILIMAJIbHbIE BO3MOKHOCTH JUISl YBEJIIMYEHHS] «B CPEIHEM» XaOTU3allMH, B UTOre OKAa3bIBAETCS
CIOCOOHBIM O0ECTeUnTh MEPeXoi «OT Xaoca K MOPSAKY» U Jaxe IPUBECTH K YCTOWYMBBIM
JUHAMUYECKHM DPEKHMMaM. OTOT pe3ysbTaT COINIACYETCsl C TEM, YTO IMPH JOCTaTOYHO HIMPOKOM
CHEKTPE MEPHOAUYECKHUX PEXHMMOB, TEOPETUYECKN BO3MOJKHBIX ISl M30JUPOBAHHBIX MNOIYJSLUNA CO

crpyktypoit (Greenma,n and Benton, 2004), peanbHO HaiiICcHHBIC TIEPHO/IBI UCKITIOYUTEIHHO Y3KHE H
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MHOTHE TIOJIEBbIC TOMYJISIUN AEMOHCTPUPYIOT OYEBHUIHO CTAOWMIIBHYIO JHOO TICEBIOIUKINYECKYIO
nuaaMuky (boosipes, Kpukcynos, 1996; Clutton-Brock et al., 1997; Sather, 1997; Wickens and York,
1997; Kendall et al., 1998; Siriwardena et al., 1998; Bjernstad et al., 1999; Fewster et al., 2000;
Freckleton, Watkinson, 2002).

PaccMoTpeHO BIIMSIHME ONTHMAIBHOTO MPOMBICIIA HA DBOJIIOIUIO MOMYJISIHH, CYIISCTBYIOIICH
B YCJOBHUSIX OTPAaHUYEHHOCTH XHU3HEHHBIX pecypcoB. [IpoBeneHO wHcciieoBaHHEe MaTeMaTHYECKOU
MOJCNIA JMHAMHUKH YHUCICHHOCTH W TEHETUYECKOTO COCTaBa MEHJIEJIEBCKOM OJHOJIOKYCHOM
MONYJISAIUKA, HAXOASIICHCS B YCIOBHSAX IUIOTHOCTHO 3aBHCHUMBIMOTO OTOOpa M TIOJIBEPYKEHHOM
npombicay. Ocoboe BHHUMaHHE YAENACTCS HW3YYEHHUIO BO3MOXKHOCTH COXPaHEHHUs WM YTPAThI
noauMopdu3Ma B pe3ysbTaTe ONTHMAIBHOTO PAaBHOBECHOTO IIPOMBICIIOBOTO U3bATHA. [l0Ka3aHo, 4To B
YCJIOBHSIX TUIOTHOCTHO 3aBHCHMOIO OTOOpa MPOMBICIOBOE H3BATUE TMPUBOJUT K H3MEHEHUIO
BHYTPUIIOMYJISIIIUOHHBIX MapaMeTPOB; B pe3ylbTare 0osiee MPHUCIOCOOICHHBIMH MOTYT OKa3bIBaThCs
T€ TEHOTHUIIbI, KOTOpble ObUIM HAMMEHEE MPUCIOCOOIEHBl B HEIKCIUTYaTUPYEMOW MOMYISALNN;
COOTBCTCTBE€HHO, H3MCHUTCA F@HGTI/I‘IGCKHﬁ COCTaB HOHyJISIIII/II/I B paBHOBGCI/II/I. B CBO6OZIHOI71 oT
E)KCHJIyaTaHI/II/I HOHyJI?IIII/II/I 34 CUCT OFpaHI/I‘-IeHHOCTI/I JKHN3HCHHBIX pGCprOB HpOI/ICXOI[I/IT OIITUMU3AIUA
€e TEHETHUYECKOro COCTaBa IO PEeCypCHOMY MapaMmerpy, T.€. BBDKMBAIOT TEHOTHIIBI, Haubolee
MPUCTIOCOOJICHHBIE K YCIOBHSIM OTrPAaHUYEHHOCTH KH3HEHHBIX pecypcoB. B skcmimyatupyemoi
NOMYJSIIMM ~ ONTUMM3UPYETCS CKOPOCTh €€ MpHUpOoCcTa, M YK€ B ITHX YCIOBHUIX (aKkTop
OTPAaHUYEHHOCTH XU3HEHHBIX PECYpPCOB OTCTYIAET Ha BTOPOM IjIaH, a HanboJee MPUCIocoOIeHHBIMU
OKa3bIBAIOTCS TIEHOTHUIIBI, JAIOIIME  OOJbIIee IMOTOMCTBO, T.€. OOJajgaroimue  OOJbIINM
PENpPOAYKTUBHEIM mMOTeHIManoM. CleqoBaTenbHO, ONTHMANBHBIA MPOMBICEN CHOCOOEH HM3MEHUTH
YCJ'IOBI/UI C€CTCCTBCHHOI'O 0T60pa nu HpI/IBGCTI/I HE€ TOJBKO K HU3MCHCHHIO AUHAMHUKU YUCIICHHOCTU
BKCHHyaTpreMOﬁ HOHy.]'IfIIII/II/I, HO U IIOMCHATH HaHpaBJ'IeHI/IC FGHGTI/I‘IGCKOﬁ 9BOJJIIOIIUH. TaKI/IM
00pa3oM, MPOMBICEN B OJIHUX CIIy4asiX CIIOCOOEH COXPAHSTh F'€HETHYECKOe pa3Ho00pas3ue MO YIIsIHH,
B JIPYTUX - IPUBECTH K €T0 yTpaTe.

IIpn onTMMH3anUyU CTPATETMH MTPOMBICIIA U3 MOMYJISALMH C BO3PACTHOW CTPYKTYPOW BO3HHUKAET
BOIIPOC O KOJIMYECTBEHHOM COOTHOLIEHWUM JOJE€H W3BATHA W3 Pa3HBIX BO3PACTHBIX TpYMII.
[IpoBeneHHOEe HCClEOBAaHWE HA MpPUMEpPE JBYXBO3PACTHOW TMOMYJISIUU  IOKA3bIBAET, YTO
ONTUMATFHBIM SIBISIETCS HM3bSITHE (UKCHPOBAHHOW JONH YHUCICHHOCTH OCOO€H TONBKO OJHOW W3
BO3PACTHBIX TPYIII, MOCKOJIBKY TMPH OJHOBPEMEHHOW JKCIUTyaTallid O00OOWX BO3PACTOB MaKCHMYM
GyHKIMM J0X0/da HE JoCTHraeTcs. BbUIOB ke (UKCUPOBAHHOW JOIM OCOOEd W3 OTHEThHOMN
BO3PACTHOM TPYMIBI TO3BOJISET JOCTUYH JIOKATHHOIO MakcuMyMa (GYHKIUH A0X0Ja, MPU ATOM
JUHAMHUKA YUCIEHHOCTU MOMYJISIINKN CTa0MIH3upyeTcs. BriOOp KOHKPETHOW BO3PACTHOW TPYIIIBI, U3
KOTOPOW CTOUT MPOU3BOJIUTH H3BATHE, OMPEACISCTCS COOTHOIICHHEM IIeH Ha 0co0eil cTapiiero u

MIIaAUIEro BO3paCTOB, a TaKXKE 3HAUCHUAMHU BHYTPUIIONYIIIOWMOHHBIX IIapaMETPOB, TaKHUX Kak
211



PENpPOAYKTUBHBIN MOTEHIIMA MOMYJISIIMKA U BBLDKMBAEMOCTh MOJIOBO3PEIBIX 0co0el Ha MOCIeTyIOIINX
roJiax *u3HHU.

PaccmoTpenne JMHAaMHMKM TI'€HETUYECKOM CTPYKTYpbl JKCILIyaTUPYEMOH JBYXBO3pPacTHOM
NONYJSILHUM, AK€ Ha MPUMEpE MPOCTEHIIEro MOJEIbHOIO BAPWUAHTA, KOTJA AJalTUBHBIA IPU3HAK
KOAUPYETCS OJHUM JHAIIJICIIbHBIM T'€HOM, a MPUCIOCOOIEHHOCTH T€HOTUIIOB MTOCTOSIHHBI, IPUBOAUT K
MOSIBJICHUIO 3HAYMTENBHON BapHaOEbHOCTH B CTpPATeTUU Mpombicia. [Ipu 3TOM MoOaenb MO3BOJSIET
BBISIBUTh JIOCTATOYHO HEOXKUJAHHBIC CKpBIThIe 3((dEeKThl, HaOMomarommecs B TOW XK€ caMoi
JIBYXBO3PAaCTHOM MOITYJISIUUU, HO HE MPOSIBISAIOLIMECS IPU MOJEIUPOBAHUM, HE YUYUTHIBAIOLIEM SIBHO
TEHETUYECKYI0 COCTaBIAIOIIYI0. OUeBUAHO, U B 3TOW MOJEIM ONTHUMAJIBHOW OCTaeTCs CTpaTerus
MPOMBICTIA C H3BATHEM (PUKCUPOBAHHOW IO 0COOCH TOJIBKO W3 OJHOTO BO3PACTHOTO Kiacca.
[IpoBeneHHOE HCCIEIOBAHUE TAKXKE IMOKA3BIBAET, YTO ONTHUMAIBHBIM MPOMBICET CTAOUIUZHPYET
JUHAMUKY YUCICHHOCTH M T€HETHMYECKOrO0 COCTaBa MOIMYJSIUU. XOTs HAIpaBJICHHE €CTECTBEHHOTO
oTOOpa SIBHO HE HM3MEHSETCS NpPHU HECEICKTUBHOM H3BSATHH OCOOeH, alalTUBHOE TE€HETUYECKOe
pa3HooOpa3ue, UMEIOIIEECs] B HEIKCIUTYaTUPYEeMOW MOMYJSIUU, MOXKET OBITh yTpadyeHO MMEHHO B
pe3ynbrare mpombicia. ITOT 3PQPEKT BO3ZHUKAET 3a CYET TOTO, YTO IPOMBICIIOBOC BO3JCHCTBUE
CHU)KA€T COBOKYIIHYIO PENpPOAYKTUBHYIO CHOCOOHOCTh MOMYNAUMU (W/WIM BBDKUBAEMOCTH €€
MOJIOBO3PETBIX 0co0ei), B pe3yapTaTe MOHOMOP(HOE paBHOBECHE MOXKET OKa3aThCs YCTOWYUBHIM U
SKCIUTyaTHUpyeMas MOMYJISIIUS JOCTUTHET €ro; B TO BpEMS KaK B HEIKCIUTYaTUPYEMOW MOMYJISIUHA HE
ObUI0 HU OJIHOTO YCTOMYMBOTO pABHOBECHsSI M3-3a €€ CIUIIKOM OOJIBIION TIJIOJIOBUTOCTH U
BBDKMBAEMOCTH, B PE3ylbTaT€ €€ UUCIEHHOCTh M TEHETHMYECKHMH COCTaB HE BBIXOAWIM Ha
CTaIlIOHAPHBIN YPOBEHD; a (PIYKTYyaIllMu T€HETUYECKOTO COCTaBa MOAIEPKUBAIN TOTUMOP(HU3M.

[IpoBeneHo wuccieoBaHUE CTaTUCTHUECKUX CBOWCTB MeToAa OUEHKH 3 EeKTUBHON
YHCJACHHOCTH TPOM3BOJMTEICH 1O H30BITKY Trerepo3urotr y mnoromctBa (D), mpousBemaeHHOTO
HEOOJBIIUM YHCIOM pOJAUTENEH, ¢ TOMOIIbI0 HWMHUTAIMOHHOTO MOJAENUPOBAaHUSA;, IOKa3aHa
BO3MOKHOCTh IPUMEHEHUS 3TOTO METOJAa Ha MpakTHKe. M3 pe3ynbTaToB HCCIEOBaHUS CIEAYET, YTO
D-onenka ycToiumBa K M3MEHEHHUIO YMCIa ajliesiel U JIOKYCOB, a TaK )K€ K HATMYHUIO PEIKUX aJlIeIeH;
XOTSl €€ TOYHOCTh MOXKET OBITh HU3KOW, €Ccli (OTHOCHUTEIHHO BBIOPAHHOTO pa3Mepa POAUTEITbCKOU
MOMYJISIIIAK) pa3Mep BHIOOPKH IMOTOMCTBA WIJIH 00I[ee KOJTMYECTBO HE3aBUCHMBIX aJuielieil B BRIOOpKE
OyZeT cIMIIKOM Majo. B pe3ynbraTte KOMIBIOTEPHOTO MOJESIUPOBAHMS MOMYyUYEHBI KOJINYECTBEHHBIC
OIICHKH Pa3MepPOB BBIOOPOK TSI TOCTHXKEHHSI HEOOXOUMOTO KadecTBa paboTsl MeTona. HecmoTps Ha
TO, 4TO paccmaTpuBaeMas D-orieHka Hanbosiee MpuMEHUMA JIJIsI CITY9aliHOTO OOBETMHEHUS TaMeT (4TO
BCTPEUAETCS Y HEKOTOPBIX MOPCKHX O€CIO3BOHOYHBIX WIIM PBIO, HampuUMep), MPOBEIECHHOE
WCCJIEIOBAaHKE MMOKA3aJI0, YTO OHA paboTaeT M MpH JIPYTHUX CHCTEMaxX CKpeluBaHus (MOHOTAMHOM U
MOJIMTAMHOM TIONIapHOM CKPEIIWBAHWM, MOJUTHMHUU) MPU YCIOBHH, YTO dPPEKTUBHAS YHCIECHHOCTH

npousBoauTenei mana (Nb < 20).
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Merton omneHkd 3()PEKTUBHONW YHUCICHHOCTH TPOU3BOAUTENEH 110 H30BITKY TE€TEPO3UTOT
peanu3oBan B mporpamMme NbD_HetEXCess s mpakTH4ecKOro HCIOJIb30BaHHS HCCICIOBATEIISIMH,
paboTaloUMMH C pPealbHBIMH T'€HETHYECKUMH JaHHBIMU. JTa MPOrpaMMa OLIEHUBACT APPEKTHBHYIO
qucieHHoCTh poauteneit (Np), KoTopble IPOU3BEIH BHIOOPKY MOTOMCTBA, MO YaCTOTaM I'€HOTUIIOB B
UCCIIEIyeMO# BBIOOPKE, a TaKXKe TEHEPUPYET PsiJl BCIOMOTATEIIbHBIX CTATUCTHK JJIsl OIICHKH KadyecTBa

JAHHBIX MCCIIEAYEMOU BEIOOPKHU M HAJIEKHOCTH TOJTYICHHOTO Pe3ybTaTa.
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