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Annomauus. PabGora mocCBsleHa W3yYEHUIO VYCIOBHA M MEXaHU3MOB,
MIPUBOAAIINX K T€HETUYECKON TUBEPIeHIIMU B CUCTEME MHUTPAIIMOHHO CBSI3aHHBIX
MaHMHUKTUYHBIX Tonynsnuid. [lpemnmoxkeHa aucKpeTHass BO BPEMEHU MOJCIb
JUHAMHUKHU YHUCJICHHOCTH MW YaCTOT I'€HOTHUIIOB B CHCTEME TaKHX HOHYHHHHﬁ,
MPOXKUBAIONIMX HA OJHOPOJHOM apeaje KONbIeBOW (opMbl. MoJellb yUUTHIBAET
JIeHCTBHE MOHOJIOKYCHOTO €CTECTBEHHOTO OTOOpa, OIWHAKOBOTO BO BCEX
TIOTTYISIIUSX, ¥ TNIOTHOCTHO-3aBUCHMBIX (PAKTOPOB, OTMMCHIBAEMBIX COOTHOIIIEHHEM
3amac-monojHeHne Pukepa. Momenb COCTOMT W3 JBYX CIIOEB CBS3aHHBIX
otoOpaxkennid (ancamOneit). [lepBblii omnMChIBaeT AWHAMUKY YHCICHHOCTEH
MUTPAIMOHHO CBS3aHHBIX CYOIOMYMSAINHM, OTIMYAIONIUXCS CKOPOCTSMH pOCTa,
KOTOPEBIE 3aBHUCAT OT YaCTOT I'€HOTHUIIOB B KaXXJIOM JIOKaJIbHOM Y4YaCTKE. BTOpOfI
CJIOI OTMHMCHIBACT AMHAMHUKY YaCTOT T€HOTHIIOB C YIE€TOM TOTO, YTO MUTPAIIHOHHBII
MIPUTOK T€HOB 3aBUCHT OT COOTHOIICHUS YHCIEHHOCTEH CBA3aHHBIX MOITYISIIHIA.
B sTOM cnydyae MOTOK TreHOB B CyONOMYJISIIMIO OKa3bIBAETCS TEM CHJIbHEE, YeM
OoJilee MHOTOUHUCIICHHA CyONOMYISIMsI, OTKYIa MCXOAMT TOTOK MHIPAHTOB (MU
MeHee MaJlOuMCIIeHHa nmpuHuMatomas). [lokasaHo, 4to B ciaydae AW3PYNTHBHOTO
(pa3peBaromiero) oTOOpa HAIMPABIICHHOTO TIPOTHB TETEPO3UTOT, a TaKXkKe B
3aBHCHMOCTH OT HadaJbHBIX YCJIOBHUH UBEPTEHIIMS BO3HHUKAET W COXPAaHAETCS
HEOTPaHWYCHHOE BpeMs, MPHUBOAS K HEOMHOPOJHOMY MPOCTPAHCTBEHHOMY
pacmpenenenuio ocobeid mo apeany. IlokazaHo, 4TO B MNPOCTPAHCTBEHHOM
pacrpeneneHud GpopMHUPYIOTCS TPYIIBl MOHOMOP(HBIX MOMyIAIUil (Ki1acTepsl),
rae mnpeoONamarT TOMO3MIOTBHL. Mexay KiactepaMd ¢ TMPOTHBOIOJIOXKHBIMU
dbopmamu (aytensIMH) paccMaTpUBaEMOTO TPU3HAKA PACIIONOKEHBI HEOOJBIIHE
TOTUMOpPQHBIE TPYIIIBI, CYIMIECTBOBAHHE KOTOPHIX IMOIACPKUBACTCS MUTparmen
CO CMEXHBIX y4yacTkoB. OOHapy»XeHO, YTO TPU IOCTOSHHOW MUTpAIlMU TaKue
KJIacTephl COXPaHSIOTCA JuTenbHoe BpeMs. [lpu ciyuaitnom OmyxnaHum ocobeit
OHU UMEIOT (opMy BOJNH ¢ OonbiuM rnepuonoM. [lokazaHo, YTO JAMBEPIEHIUS
COIIPOBOXIACTCA TIOABJICHHUEM CYHICCTBCHHBIX paSHI/I‘II/Iﬁ B YHCIICHHOCTIX H
XapakTepe IMHAMHUKHU Ha Pa3HBIX ydacTKax apeaja (KjacTepax CHHXPOHH3AINN).

Knruegoie cuoea: memanonyiAayus, ceHemu4ecKkas aueepeeﬁuwz, Muepayust,
npocmpaHcnmeerHO-6PEMEHHAA ()HH(JMMK(,Z, CUHXPOHU3AYUS, K1AdCmepusayusl.

BBEJIEHHUE

Xopomio H3BECTHO, YTO ECTECTBCHHBIH OTOOpP MPUBOAMT K 3aKPCIICHUIO TaKOro
npu3Haka (TeHOTUIa), KOTOPbI oOecreunBaeT HauOOJNBLIYI0O MPUCHOCOOIEHHOCTh O0cobei
M, KaK CJEICTBHE, OOecCreunBacT HaMOOJBIIYI0O CKOPOCTh Bocmpom3BozicTtBa [1, 2, 3]. B
HE3aBUCUMOCTH OT THUMa OTOOpa (ABMXKYIIETO WM JU3PYNTHBHOTO) B H30JMPOBAaHHBIX
NOMYJISIUAX TaKOM TeHOTUN (UKCHpYeTCs, a WOMyJSIHs OKa3blBaeTcs Oosee-MeHee
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OJTHOPOAHOM IO 3TOMY Mpu3HaKy. [Ipu Hamuuuu Aake Ha OAHOPOIHOM apeaje JBYX WIIU
0ojee Y4YaCTKOB OJMHAKOBBIA OTOOpP MOXET MPHUBOAWTH K Pa3HBIM MOCIEICTBUSAM IS
HECBS3aHHBIX W IJIS CBSI3aHHBIX MOMYNALUUNA. Pa3HeceHHBbIE TeorpaduuecKkd MOMYINISIUN
PENPOAYKTUBHO H30JIMPOBAHBI, MMOTOMY, OJHAXIbl BOSHUKHYB, HallpUMEp, M3-3a MYTallUi,
pasnuuus co BpeMEHEM BeposiTHee Oy/lyT TOJIbKO HapacTaTh HE3aBUCHUMO OT Tumna otoopa. s
CBSI3aHHBIX WJIU CIA00CBSI3aHHBIX MOMYJIAIMA MUTpanus (paccejaeHue) cnocoOHa nmepeMeniaTh
TEHOTHIIBI MEXJIy CMEXKHBIMH HUYEM HE pa3felieHHbIMU yYacTKaMH, W MOMYJSLUU PaHO
WU TO3JHO OKaXYTCSd TE€HETUYECKH OMHOPOAHBbIMU. OJIHAKO, KaK IOKa3bIBAlOT MHOTHUE
TEOpeTUYeCKUue paldOoThl, MOCBAILICHHBIE MHKPO3BOJIIOUUUA JTUIUIOUIHBIX OPraHU3MOB, IMpHU
JTU3PYNTHBHOM (pa3phIBaroiuii) oTOOpe HampaBlieHHUs O0TOOpA HAa CMEKHBIX y4acTKaX MOTYT
OKa3aThCs PA3TUYHBIMU M3-32 HEOONBIINX OTIMYMIN B HAUaJbHBIX YUCICHHOCTSX WIJIM YaCTOTax
reHotunoB [4, 5, 6, 7, 8, 9]. B pe3ynbrare pa3iauyusi TEHETUYECKOIO COCTaBa Ha CMEKHBIX
ydacTKax MOTYT JOBOJIBHO E€CTECTBEHHBIM 00pa3oM MOAJEPKUBATHCS NIUTEIHLHOE BpPEMS.
JM3pynTUBHBINA THII OTOOpa BO3HHUKAET MPU MOHMKEHHOW NMPHUCIIOCOOICHHOCTH T€TEPO3UTOT
WIM HEJOCTAaTOYHOM JIOMMHHMPOBAHMHU rerepo3urotT (underdominance) — sSBIEHUM JOBOJIBHO
pPEIKOM M HE YacTO ONMHUCHIBAEMBIM JJISI PEAJIbHBIX MOIMYJISIHA, HO BaXHBIM JIJIsi TIOHUMaHUS
MPUYUH TEPBUYHONW TEHETHYECKOM IUBEPreHIIMHM, MHUKPOSBOJIIOLHUKA M BHI000pa30BaHUs
JUTTOUTHBIX OPraHUu3MOB [7].

[ToHmkeHHas MPUCTIOCOOIEHHOCTh T€TEPO3UTOT XOPOIIIO HUCCIISIOBaHA KaK JIJIS JIOKATbHBIX
nonynsiui [1, 10, 11], Tak ¥ cucTeM MHUTPAlMOHHO CBSI3aHHBIX momyssiiuil [4, 6, 8, 9, 12,
13, 14], a Taxxke s pa3BETBICHHBIX CETEH CBSA3aHHBIX momyisiuuii [7, 15]. B koHTekcTe
HACTOSIICH CTaThU MOCHeAHUE PaboThl MHTEPECHBI TEM, YTO B HUX OBUIM OMHUCAHBI YCIOBUS
YCTOMYMBOCTH U OCOOEHHOCTEH JMHAMMKHU B 3aBHCHMOCTH OT PA3IUYHBIX TOMOJOTH ceTei
MUTPAIIMOHHO CBSI3aHHBIX MONYJSAUN. B yacTHOCTH MOKa3aHO, YTO MEPBUYHASI TEHETHUECKas
JTUBEPIeHIINS OKa3bIBaeTCs O0siee BhIpakeHa B IMHEHHBIX LIETISIX U KOJIbLIaX, U MEHEe BhIpakeHa
B MOJTHOCBSI3aHHBIX CETSX (C 00ambHOM CBA3BI0). JJaHHBIN pe3yabTaT XOpPOIIO COOTHOCUTCS C
pe3yJibTaTaMu U3YUYEHUS CBSI3aHHBIX TOMYJIAIHKN 0€3 ydeTa dBOJIFOIMOHHBIX U3MEeHEeHHH [16, 17,
18] wm ancamOnelt CBSI3aHHBIX HETMHEHHBIX OCIIIIATOPOB (hr3uveckoit mpuposst [19, 20, 21].

Bmecre ¢ TeM Mg MHOXECTBA PEalbHBIX MOINYJSLHUNA C BBIPAXCHHOW TI'€HETHYECKOU
JTUBEPICHIIMEH OCTAIOTCS HESICHBI MEXaHU3MBbI, KOTOPBIE Pa3ICIIIN MOMYISIIUN Ha TeHETHUYECKU
M30JIMpoBaHHble Tpymnmbl. Ilockonbky B 3TOM BoOIpoce HCCIelOBaTeiad, Kak MpaBuIlo,
KOHIIEHTPHUPYIOTCSI Ha TIOUCKE CBSI3U MEX1y HabtonaeMoil reorpaguueckoil '3MEHUYUBOCTBIO,
MPOSIBIISIFOIIEHCS B 3HAYMMBIX (PMIIOTEHETHYECKUX Pa3IMYUsAX Ha PA3HbIX yUacTKaX, U CTENCHBIO
JeUCTBUS Kakoro-nmubo mpuponHoro ¢akropa [22, 23, 24, 25, 26]. Hanuune takoil cBs3u
OTpa)kaeT JIUIIb TEKYIIee COCTOSHHUE, HO MPSAMO HE YKa3blBaeT HA MPHUUYUHBI U, TeM Oolee,
Ha TUN OTOOpa, CMOCOOCTBOBABIIMM JMBEpPreHIMU B TponuioM. OCOOEHHO 3TO KacaeTcs
BHJIOB, MTPOXXKUBAIOIINX HA OOUIUPHBIX MPOTHKEHHBIX apeayiax ¢ BBIPAKEHHOUN JAMBEpreHIneH
U BBICOKOW CTEMEHBIO MOJMMOPGHU3MA 1O MHOXECTBY MpHU3HAKOB [27, 28]. [ns Takmx
BUJIOB (PHIIOTEHETHUECKHE Pa3INyus JEHCTBUTEILHO MOTYT OBITh CIIEZICTBHEM HEOTHOPOTHBIX
YCIIOBUI M, COOTBETCTBEHHO, PA3HBIX HAMPAaBICHUN 0TOOpa HAa OTJANCHHBIX YacTSAX apeaa.

YoOenuTenpHO MoKa3aTh BO3MOKHOCTh TEHETUYECKOM JUBEPTEHIIMK Ha OJJTHOPOIHOM apeaie
M MaKCUMaJbHO WCKIIIOUUTH TPU ITOM BIHMSHHE TE€TEPOTCHHOCTU CPEIbl, a TJIABHOE yKa3aTh
Ha TUI O0TOOpa MOXKHO TOJIBKO B J1a0OpaTOPHBIX KOHTPOJMPYEMbIX ycnoBusx. Hampumep,
MacIITabHOE UCCIIEIOBaHNE TAKOTO poja ObLI0 MpoBeaeHo noja pykooacTtBoM FO.I1. AntyxoBa
[29, 30, 31] ¢ smuuHBIME TIOMYIAIUAMU Apo3odun (Drosophila melanogaster) — cuctema
CBSI3aHHBIX SIITUKOB (CYOMOIyMsAUNA) ¢ HEOOIBIIMMHI KOPUAOPAMHU WM MeTanomyasuus. s
Hee B YaCTHOCTHU M3Y4aJloCh IMHAMUKA ajjiesiel HacaeayeMoro KOJJOMUHAHTHOTO ayTOCOMHOTO
npusHaka («x-I'’IT"). B cepun Oonbiioro umcia 3KCIEpUMEHTOB ObUIa MOMyuyeHa BhIpaKEHHAs
NEpBUYHAS JUBEPIEHIUS TEHETHYECKHX CTPYKTYP CBS3aHHBIX CyOMOMyNISALUSAX IO 3TOMY
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MIPU3HAKY.

AHaNOTUYHBIN TU3allH HMCCIENOBaHUS JIOBOJBHO PACIPOCTPAHEH IPH HCIOIb30BAHUU
MOJICTBHBIX OBICTPOPA3MHOXKAIOIINUXCS OPraHU3MOB — TeX ke D.melanogaster [32, 33] wiun
kumeyHoi nanouku (Escherichia coli) [34]. OgHako 3a4acTyio B TaKMX HKCIEPUMEHTATBHBIX
METANOMYJISAIUAX HUCCIACAYIOTCS JUIb S()(PEKT CHHXPOHHU3ALUWU YHUCICHHOCTEH MEXIy
CYONOMyJSAIUsAMH U TUIBI HEOIHOPOTHOTO PACHpEeNIeHUs] MPH PA3IUYHBIX YIPABISIOMINX
BO3/ICHCTBUAX. Bompockl pacmpeseneHus HACIEACTBEHHBIX MPU3HAKOB U, TeM Oonee, TUMa
oT0Oopa, MPUBOSAIIETO K TEHETHUYECKHUM HEOIHOPOIHOCTSIM M TUBEPTeHIINH, YACTO OCTAIOTCS

HEPACKPBITHI.
Psan wuccnepoBareneil ykasblBarOT, YTO JJIs JOCTHKEHUS YCTOMYMBOW JMBEPIreHIUU
HEJOCTAaTOYHO TOJBKO JIMIIb TE€HETHMYECKUX MEXaHW3MOB — HEOOXOAMM €llle CHUJIbHBIN

9KOJIOTMUECKH MeXaHU3M, 00eCleunBaoIIni PEerylIupOBaHUe POCTa YHCIEHHOCTH, KOTOPBIN
JTOJIKEH CYILECTBEHHO BIIMATH Ha 3BOJIOLIMOHHBIE TTpoueccsl [, 35, 36, 37, 38,39, 40,41, 42]. B
Apyrux paboTax MoKa3aHo, YTO JUIS 3TOTO HEOOXOAUMO, YTOOBI TEHETHUECKUE U IKOIOTUIECKHE
MPOIIECCHI IEHCTBOBAJIM C COMTOCTABUMBIMU CKOpocTsiMu [43, 44, 45].

Hacrosimass pabora BXOmIUT B cCepuro paboOT, HCCIECIYIONUX IPOIECC HSBOIIOIUU
B CHCTEMaxX MHIPAlMOHHO CBS3aHHBIX MAHMUKTUYHBIX MOMYJSIUA  JAUIJIOUTHBIX
OpPraHU3MOB C MOHOJOKYCHBIM OTOOpPOM, HAmNpaBICHHBIM MPOTHB TeTepo3urot [46, 47].
[IpennoxkeHnHas 31ech MaTeMaTU4YeCKasi MOJIEb C AUCKPETHBIM BPEMEHEM YUUTHIBACT JACHCTBUE
IJIOTHOCTHO-3aBUCUMBbIE (DaKTOPBI, OTPaAaHUYMBAIOIINE POCT YHCICHHOCTU. PaccMarpuBaeTcs
[IETI0YKa HECKOJIbKUX TOMYJIAIHNA, 3aMKHYTBIX B KOJIBIIO, B KOTOPOM YacCTOTHI T€HOTHUIIOB
OTIPENIETSAIOT PENPOAYKTUBHBIE BO3MOKHOCTH KaXI0il CyOmomymsiiiud, a OT COOTHOILIEHHS
YHCIEHHOCTEH Ha CMEXHBIX yYacTKaxX 3aBHCHT HACKOJIBKO M3MEHHUTHCS YaCTOThl T€HOTHUIIOB
u3-3a paccenenus ocooOeil. [locnennee BaKHO A7 TOYHOTO OMHUCAHHS MOTOKA TEHOB MEXKIY
CYOTOMyJISIMSIME Pa3HOTO pa3Mepa, 0COOCHHO €CIIM MX JTUHAMUKA HECHHXPOHHAS MU UMEeT
CIIOXKHBINA XapakTep. M3y4aroTcsi B3aMMOCBSI3b HEOAHOPOTHOTO (KIACTEPHOTO) PACTIPEICICHIS
YUCJIEHHOCTE M 4acTOT N'€HOTHUIIOB IO KOJBLEBOMY apeajy MpU MOCTOSSHHOW W CIIy4yalHOU
MUTPAIAHA 0COOCH.

1. YPABHEHUS JUHAMHWKHA YACJIEHHOCTHU U YACTOT TEHOTHIIOB
JJOKAJIBHOM MONYJISINUN

PaccMOTpUM HOMYJISILIMIO AUMUIOUHBIX OPIaHU3MOB, B KOTOPOH Hanbojee HHTCHCUBHOMY
0TOOpY TMOABEPXKEH MPH3HAK, KOAMPYEMbIl EIMHCTBEHHBIM TeHOM ¢ amtenemopdamu A
U . JKM3HEHHBIM LMK TaKMX IONyISNUM MOXKHO IPEACTaBUTh B BHUJAE CIELYIOIIEH
MOCJIE/IOBATEIBHOCTH 3JIEMEHTAPHBIX MOIYISIIHOHHBIX TIPOLECCOB: (POPMHUPOBAHHE 3HUTOT
U3 TaMeT, BbDKMBaHUE 3UroT (ocoOeit), Murpamus (pacceieHue) 3UrorT Mexay CMEXHBIMU
HOIYJISILUSAMY, IPOLYLUPOBAHHUE HOBBIX raMeT (puc. 1). OnuireM 9BOTIONHOHHbIC H3MEHEHHUS,
HPOMCXOAIINE HA ITUX ITAMax MEXK/IY IByMsI CMEKHBIMH TOKOJICHUSIMH.

PaccmarpuBaeMyro MOS0 MOKHO Pa3enTh Ha TPH IPYIIIBI 0COOCH: TOMO3UIOTHI C
reHoTunamMu A A, reTepo3UroTh ¢ TCHOTUIIOM Ad ¥ TOMO3HTOTHI ¢ TeHOTHIIAMH aa. OB03HauNM
YHCIICHHOCTH Ka)KI01 TaKOM IPYyIIbl B MOMEHT BpeMeHH ¢ cooTBeTcTBeHHO uepe3 Ny (t), Na(t)
u N5(t), agepe3 N(t) = Ny(t)+ Na(t) + N3(t) oburyro uncineHHOCTb Beell momymsiiuu. anee,
uepes ¢ (t) = Ni(t)/N(t), g2(t) = No(t)/N(t) u q3(t) = N3(t)/N(t) 0603HaUMM YACTOTHI
reHotunoB AA, Aa n aa. O4eBUIIHO, YTO IS STHX BEIWYUH BepHO: ¢ (1) + q2(t) + ¢3(t) = 1.

Bynem cumrarh, uTO paccMmarpuBaemble Tpymnnbl ocoOeit ¢ renotunamu AA, Aa u aa
OTIIMYAIOTCS MEXITY COOOM PENpONYKTHBHBIME BO3MOKHOCTSMH 0CO0OEH, BBIPQKEHHBIMH B
Pa3IMYNH HPOIYKLIMHU FraMeT W/HIN BEBDKUBAEMOCTH 0COOCH, N/MITH MUTPALIHOHHOM aKTHBHOCTH.
OG603HAYUM YePe3 Gaa, JAq U Jao MHTCHCHBHOCTD MPOM3BOACTBA FAMET 0COOEH ¢ TeHOTHIIOM
AA, Aa v aa ¢ y4eToM rubein 4acTH raMeT 10 MOMEHTa OObCANHEHHUSI B 3UTOTHI CIICYOIIETO
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t-th season Nl(l) NZ(f) N3(l)

) .
g)Aer %gAaNZ %gaaN2 gXNa
t+1-th season \t4j/
L=g4uNi+ ) gAaNZ L= 5 gAaN2+gaaN 3

‘ih'%aﬂ) ‘llf;;;/;ii’%aﬂ)

Nl(t+1)<xLA Ni(t+1)e< LAL Ni(t+1)o<L}

selection
(death) ua
"I.’<ﬁ0 Caa s Caa Dern

Nl(t+1) W 4Ny (t+1) Nz(f"‘l) W 1uN(t+1) N3(t+1) W, N3(t+1)
Emigration
¢ (t+1) qul’%“H) qIII’%UH)
Immigratior
N, (t+1)e<N,(t+1)+ Ny(t+1)o< Ny(++1)+ Ny(t+1) o< Ny(+1)+

+Migration +Migration +Migration

C /N AN T AN

t+2-th season -

Puc. 1. IlocienoBaTenbHOCTh dJIEMEHTAPHBIX MOIMYJSIIHOHHBIX IPOLECCOB B JIOKAIBLHOU
MaHMHUKTHYHOHN MOMYJISIUH, TTIOIBEPKEHHON 0TOOPY IO MPHU3HAKY, ONPEeIIEMOMY TeHOTUIIAMH
OJTHOTO JHMAJUICIBHOTO JIOKYCa, a TaKkKe 0003HAYCHHE OCHOBHBIX (PA30BBIX MEPEMEHHBIX U
IapamMeTpoB, OMKCHIBAIOIINX JUHAMUKY YUCIeHHOCTEH (IN}) 1 momneit 0co0oi () C TeHOTUTIaMU
AA, Aawn aa (k = 1,2, 3, COOTBETCTBCHHO).

MoKoJeHus. B aToM ClIydac 4MCJIO raMeT € aJlJICJIEM An a, IIPOU3BCACHHBIX IT'CHOTHUIIAMHU t-To
IIOKOJICHHMA M BOIICOIINX B 3HMI'OTHI, BHOBb O6pa3OBaHHLIe B Ha4dalJic (t + 1)-F0 IIOKOJICHUA,
COOTBCTCTBCHHO PABHO:

1 1
LA<t + 1) = gAANl(t) + §gAaN2(t> Hu La(t + 1) = égAaN2<t> + gaaN3<t) (11)

B (1.1) nonoxeHo, 4To TeTepo3uroThl Aa MPOU3BOAAT PABHOE KOIMYECTBO TaMET, HECYIIUX
aJIETepHATUBHBIC (DOPMBI TeHA.

[Tpu nocTaToYHO OOJBIIOM KOJIHYECTBE 0COOCH M MPOU3BOAMMBIX TAMET MOXKHO CUHTATh,
YTO MPOMCXOAUT CBOOOMHOE (CiydyaiiHOE) MomnapHoe coeauHeHHne (KOMOWHHUPOBAHHUE) raMeT
MeXIy coboii (manMukcus). B 3ToM cityuae HadajabHOE YKCIIO 3UrOT ¢ reHotunamu AA, Aa
v aa Bt + 1 ce30He OyIeT paBHO:

LA(t+1) La(t+1)La(t+1) L2(t+1)
Ni(t+1)=2—L Nj(t+1) = uNj(t+1)=2—2~ (1.2
D) =Sy M+ L+ 1) )=y 42
me L(t + 1) = La(t + 1) + Lu.(t + 1) — cymmapHOe uyucio ramer o0OHMX THUIIOB.
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CnoxuB Bce TpH BelpaxeHus (1.2) HECIOXKHO MOHATh, YTO YUCIIO TaMET €CTECTBEHHO PaBHO
YABOCHHOMY KOJIMUYECTBY 00pa30BAHHBIX UMHU 3UTOT BCEX TPEX FCHOTHUIIOB, U JINHEHHO 3aBUCHT
OT YUCJICHHOCTEH Ka)KJI0TO TeHOTHIIA MPEBITYIIETO MOKOJIEHHUS CIACAYIOIUM 00pa3oM:

L(t + ]‘) = 2N*(t + ]‘) - gAANl(t) + gAaNZ(t> + gaaN?)(t)' (13)

3aMeuanue. B HammX MNOCTPOEHUSAX MBI pPacCMaTpUBaeM MOMYJSALUIO OECHONbIX
OpPraHU3MOB, y KOTOPBIX HM 3HUIOTHI, HU TaMeThl HE OONaJaroT IOJIOBBIMH MPU3HAKAMH.
MoXHO MOKa3ark, YTO U B Cllyyae, MAaHMUKTUYHOMN MOMYJIALMU JBYNOJIBIX OPraHU3MOB IpU
PacCMOTPEHUH IUHAMMKHM YacTOT M YHCJICHHOCTEH raMeT M Te€HOTUIIOB 10 ayTOCOMHOMY
JOKycy (TeHy), He 3aTparuBarolieMy NpU3HAKH OIpaHUYEHHbIE WM CBSI3aHHBIE C IIOJIOM, MBI
IIPY MUHUMAJIBHBIX JONOJHUTEIBHBIX OTPAHUYECHHUAX MTOJIyYUM IIPAKTUYECKHU T€ KE YPABHEHUS
U CJIEJCTBUSA, KOTOpBIE CIPABEMJIUBBI JUIA TMOMYISALIUU Oecroibix opranu3mon. [loapoOnoe
PaccMOTPEHHE ITOTO BOIIPOCA HE BXOJIUT B 33/1a4M JJAHHOTO MCCIIEI0BaHUS

[Tocne o6bearHEHNS raMeT B 3UTOTHI U (POPMUPOBAHUS IEPBUYHBIX TE€HOTUIIOB TPOUCXOUT
€CTECTBEHHBI OTOOp 3UroT (0cobei), MpU KOTOPOM HMX YHUCIO CHUXKAETCS B HEKOTOPOE
yuciao pa3. Ha pucynke 1 cHUKEHME YMCIEHHOCTH Ka)XKJO0H M3 IpyNIl MOKa3aHO KpPacHOM
BonHuCTOM nuHHeH. O6o3Hauum uepes Wua, Wa, u W, nomo mepexuBmmx oTéop u
MOTEHIMATIBHO CIOCOOHBIX K MUTPALMU 0COOEH COOTBETCTBYIOIIETO TeHoTHna. Torma mocie
0T0Opa YHCIEHHOCTH Ka)KJJOW M3 paccMaTpUBAEMbIX IPyII ocoOell ¢ pa3HbIMU I€HOTUIIAMU
OKaXYyTCSl paBHBI:

Ni(t+1) = WaaNF(t+1), No(t +1) = Wau N3 (t+1) 1 N3(t+1) = WooNi(t+1). (1.4)

[Tocne omucaHHBIX TOMYISIMOHHBIX MIPOIIECCOB YaCTh 0COOCH C J10eH M OT YHCIEHHOCTH
Ka)XJJOr0 TCHOTUIIA MUTPUPYET Ha COCEIHUE YYACTKH MPOTSHKEHHOIO apeaja W IOHOJHSET
IpyIIy 0CO0eH ¢ TeM e TeHOTUNoM. [Ipu 3TOM Ha BceX y4acTKax OJHOBPEMEHHO MEHSCTCS
KaK YMCIICHHOCTh, TaK M YaCTOTa TeHOTHIIA.

JIst Haganma pacCMOTPHUM JIOKAJIBHYIO, HU ¢ KeM He CBS3aHHYIO, HOMYJISIHIO. 3aluIieM Jis
Hee JMHAMHYECKHE yPaBHEHHSI, ONMCHIBAIOIIIE YHCIEHHOCTh 0CO0eH C pa3HBIMU I'€HOTUIIAMU B
tekymieM ce3one (N (t+1), k = 1,2, 3) B 3aBUCHMOCTH OT YUCIICHHOCTEH MPEAbIIYIIEro Ce30Ha
(Nk(t), k = 1,2,3), a TakKe ypaBHEHHs OMHCHIBAIOIINEC U3MEHEHHE YacToT g, (k = 1,2, 3)
ocobeii ¢ renotunamu AA, Aa 1 aa MEXITy CMEKHBIMU TIOKOJICHUSIME ¢ M t + 1.

[Toouepenno moacrasnsas (1.1), (1.2), (1.3) u (1.4) npyr B apyra nonydaem cCieAyronue
ypaBHEHUS AMHAMUKH YUCIIEHHOCTEH T€HOTHUIIOB:

1 2
Waa (gAANl () + §gAaN2(t))
Ni(t+1) = ,
D) = R0 T anball) + g0 Na(0)
1 1
2Wao (31000 + 3000000 ) (0¥al0) + G0
Nyt +1) = , :
2< ) gAANl <t> + gAaN2(t> + gaaN?)(t)
1 2
Waa (gaaN?)(t) + §gAaN2<t)>
Nt +1) = .
\ gAANl (t) + gAaN2(t) + gaaNB(t>

Ionenus obe yactn 31oi cucremsl (1.5) Ha N(t + 1) # 0, a TakKe yMHOXKHUB M Pa3/ieiuB
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yucurens Ha N2(t) # 0, a 3Hamenarens Ha N(t) # 0 monydaem cieaylolMe ypaBHEHHUS
YacToT:

) N(t)  Waapd(t)
at+1)= N(t+1) 'pl( )+p2(t)7
_ N@®) 2W aqp1 (1) p2(t)
@(t+1) = Nit+1) ?)erz(t) o
G(t+1) = .

\ CON(t+1) pi(t) 4+ pa(t)

THE Pt = GAAQ1 + G4aG2/2, P2 = Gaa3 + GAaG2/2 M P1 + P2 = gaaqi + gaad2 + Jaags- AnA
BBIYMCIICHUS] HOPMHPOBOYHOTO MHOXUTENs G(t) = N(t + 1)/N(t) cnoxum npasble U JIeBbIC

yacTu cuctemsl (1.6). OTKyna yuuTsiBas, 4To q; + @2 + 3 = 1, HECIIOKHO MOJIYYHTh:
Q) = Waapi(t) + 2Waap1 ()pa(t) + Waap3 (t)
pi(t) + pa(t)

C npyroii ctopoHsl, eciu B cucteMe (1.6) HOPMUPOBOUHBIM MHOMKUTEND ONPEACIUTh KakK
G(t) = N(t+ 1)(p1(t) + p2(t))/N(t), TO OH paBeH:

G(t) = Waapi (t) + 2Waap1 (£)p2(t) + Waaps(t). (1.7)

B sTtom cl1y4ac YypaBHCHU ( 1.5) moxHO nepenrcarb B CJICAYIOMIEM KOMIIAKTHOM BUJIC:

. ]_ QWAapl( )pQ(t) . ].
q2<t -+ 1) - a(t) ( ) +p2 t) - G(t) QWAapl(t>p2<t)7 (18)
1 WaapQ(t) . 1 2
Q3(t+ 1) - ( ) ( )+p2(t) G(t)WaapQ(t)‘

Yuuteiast, uto Ny(t) = qp(t)N(t) (k = 1,2,3) cucremst (1.5) u (1.8) cBs3anbl Mex1y
co0o¥i (OgHOHAIIPABICHO) CIEIYIONUM 00pazoM:

[ Ni(t+1) =W, %N(t),
Nyt +1) = WAa%N(w, (1.9)
| Malt 1) =W, %N@).

OTkynma ciemyer, 4To oOOIIas YHCICHHOCTh NPH OTCYTCTBHHM 3KOJOTHUYECKUX (PAKTOPOB,
CAEPKUBAIOIIMX POCT MOMYJISALUN, U3MEHSAETCS COITIACHO YPaBHEHUIO:

N(t+1) = GE)N(®),
e G(t) = G(t)/(p1(t) + pa(t)).

PaccMOTpuM BO3MOXKHOCTH COKpAILEHHs YHMCJIA [IApaMETPOB U YINPOILUCHHS YPaBHEHUU

muaamuku (1.8) u (1.9).

HecioxHO 3aMeTHTb, YTO BeIUYUHBI Py /(p1 + pa) ¥ pa/(p1 + p2) paBHBI qoisiM ramet A u
a. B TO BpeMsi KaK J10JIM TOMO3HIOT ¢}, ¢4 U TETEPO3HUTOT ¢, T.€. YaCTOTHI FTeHOTHIIOB Cpasy Mocie
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0OBEIMHEHHS TAMET B 3UTOTHI U JIO JIEHCTBHUS 0TOOPA, COOTBETCTBEHHO PaBHBL: P2/ (py + p2)?,
p3/(p1 + p2)? u 2pipa/ (p1 + p2)?, cyMMa KOTOpBIX OUEBHIHO paBHA equnuIe. CleI0BaTENBHO,
MOKHO TOBOPHTB, YTO JIO JCHCTBHUS 0TOOpa M MOTSHIIMAILHOW MUTPAIIMH B TIOMYJISIIMH BCETIA
HaOmonaeTcss paBHOBecne Xapau-BaiiHOepra. 3amMeTHUM, 4TO OHO JTOCTHUTAETCS TPH JIFOOOM
COOTHOIICHHH BEJIMYUH MPOU3BOCTBA TAMET JAA, JAq ¥ Juo. OMHAKO OTOOP M MOCIIEAYIONISE
pacceneHue 4acTu 0co00i B APyrue y4acTKU HEM30EKHO MEHSIET YacTOTy Ka)JI0TO TeHOTHIIA
cornacHo cooTHomeHusM (1.4), 1 paBHOBECHE MEXTy CMEKHBIMU TTOKOJICHUSIMU HApyIIIaeTCsl.
DTO0 03HAYACT, YTO PA3JINYMS B TIPOILYKIIUU FAMET Pa3HBIMU TCHOTHITAMH HE CTOJIh KapIHHATBHO
MEHSET CTPYKTYpY TMOMYJISIMH, YeM pa3iudue B BBDKHBACMOCTIXW 44, Wy, 1 Wy, wm
Murpaius ocooeit. B pesynprare, 6e3 HapyIlIeHHs: OOLMHOCTH MOXKHO HOJOXKHTD a4 = (Jaq =
Jaa = ¢, 9TO O3HAYAET, YTO MPOU3BOACTBO M BBIKMBAEMOCTh TaMET HE 3aBHCHT OT T€HOTHIIA
MIPOU3BOASIINX X 0CO0EH, a TeHOTHITHI OTIIMYAIOTCS JIUIIb MHTEHCUBHOCTBIO 0TOOpA HA CTaIUU
3UIOT.

IIpu gaa = Gaa = Jaa = g MOXKHO TIOTOKUTE gWas = 1 + 51, gWa, = 1 + so u gW,, =
1453, T0€ S1, S U S3 — KOIPPHUIIMEHTHI 0TOOPA COOTBETCTBYIONIUX FeHOTUIOB. Tora ypaBHEeHUs
9YaCTOT F'€HOTHIIOB YIPOIIAKOTCS U UMCIOT BUJI:

e+ 1) = g (L s)aile+ D) = ot (ql<t> n %m) ,
w1+ 1) = g (1) a3+ 1) = 20 () + ) = o
X ( qs(t) + %cm(t)) , |

e+ 1) = g (1 s 50t + 1) = 0 (00 + 50:0))

rac HOpMHpOBO‘IHLIﬁ MHOXUTCJIb

G=1+51(q1+q/2)° + 250 (q1 + ¢2/2) (g3 + 42/2) + 53 (g5 + 32/2)°

paBeH 00O0OIIEHHOH MPUCTIOCOOICHHOCTH, 3HAYCHUE KOTOPOrO OMPEAENSeT CKOPOCTh POCTa
MOMYJISIMNA COTNIACHO YPaBHEHHIO:

N(t+1) = GH)N(). (1.11)

3ametuM, uto B 3ToM ciydae G = G, HOCKOIBKY p; + p» = ¢ B 3HaMeHarenu G.
YHCICHHOCTh Ka)Or0 TeHOTHIIA BBIYUCIISICTCS U3 YaCTOThI TeHOTHIIA Tocie otoopa: Ny (t +
1) = (1 + sp)gp(t + )N (0).

Cucrema (1.10) amajmormyna paHee NpEUIOKEHHOW Mozxenu [13], HO nHpH pasHBIX
MPUCIOCOOIEHHOCTAX. DTa MOJIEb YCIEIIHO UCIOIb30BaHa JJIsl MOAEIMPOBAHUS JIUHAMUKH
9KCTIIEPUMEHTAIbHON MOMYIISIIIMY MUTPALIMOHHO CBSI3aHHBIX I onynsauuit D.melanogaster.

3ameTnm, uto M3 ypaBHeHuMH (1.10) m MHOxuTEnH (G MOKHO HCKIIOYUTBL IapaMeTp ¢
(pa3menuTh YUCIUTENb U 3HAMEHATeNb Ha ¢). OHAaKO B ypaBHEHUSAX YHCICHHOCTEH TeHOTUIIOB,
HEOOXOIUMBIX ISl ONMCAHHUS MUTPAIH MEXIYy CMEKHBIMHU MOIMYJSIUSMH, TTApaMeTp ¢ BCe
paBHO OyzeT MpPHUCYTCTBOBATh. [ICHCTBUTENBHO IPU gaa = JAa = Jaa = § TPU CJIATAEMBIX
MHOXuTenst G paBHbIE

7

Mamemamuuecxas 6uonocusi u buoungpopmamura. 2025. T. 20. Ne 1. doi: 10.17537/2025.20.1



KVJIAKOB, ®PUICMAH

¢ 2
Raa(t) = gWaa (Ch (t) + qu()) = gWaaqi(t+1),
2 2

Roat) = Wi (a(6) + 250} = Wogile 1)

ABJIAIOTCA aHaJIoTraMU PpEIIPOAYKTHBHBIX IIOTCHIMAJIOB COOTBETCTBYIOIIHUX T€CHOTHUITIOB, 3HAYCHHUEC
KOTOPLBIX OMMPCACIIACT CKOPOCTHU pOCTAa TCHOTUIIOB COITIACHO YPABHCHUAM!

Raa(t) = 29Waa (ql (t) + 2 t)) (CJa(t) + QQ—(t>) = gWaugs(t+1)n
q2

Nyt +1) = Ras()N (L), No(t + 1) = Raa()N(t) u Na(t + 1) = Rua(t)N(2).

CHOXUB 3TU BETUYUHBI TOJIydaeM, 4TO 0OI1as YUCIEHHOCTh MEHSAETCS B COOTBETCTBUM C
JVICKPETHBIM YPaBHEHHUEM BHUJIA:

N(t+1) = (Raa(t) + Raa(t) + Raa(t)) N(t) = G(t)N(1),

I7Ie MaNbTy3HaHCKuii mapametp G(1) TODKEH CofepKaTh TapaMeTp TaMeTONPOAYKIHMH ¢. 3/1eCh
TaK)Ke HECIIOKHO MOKa3aTh 4TO, €CIIM KOY(PPUIMEHTHI 0TOOpa pacCMaTpUBAEMON TIOMYIIALIMI
onHoBpeMeHHO He paBHbI HYTO (WasaWa Wy, > 0), To G(t) > 1 npu g > 1, u obmas
YHCIEHHOCTh HE MOXKET I1a/1aTh.

1.1. YcaoBust ycTOHYMBOCTH FeHETHYECKUX CTPYKTYP JIOKAJIbHON NMOMYJIAIUA

Cucrema (1.10) umeeT Tpu HEHOABUKHEIE TOUKH, 1BE M3 KoTophix Fy(1,0,0) m £5(0,0,1)
CYIIECTBYIOT BCErJa U COOTBETCTBYIOT MOHOMOP(HOH MOMYNISAIMH, COCTOSIICH TOJBKO H3
ocobeii ¢ rerorunom AA unu aa. Tpetbst Touka F3(G1, G2, G3) COOTBETCTBYET MOIMMOPGHHON
MOMYJISIMKA, B KOTOPOW MPUCYTCTBYIOT 0coOM Bcex Tpex reHotunoB AA, Aa u aa. Ee
koopauHathl paBHbL q; = (14 s1)(s2 — 83)2/0, @ = 2(1 + s2)(51 — 82)(53 — 82) /o U @z =
(1+ s3)(s1 — 82)% /0, tme 00 = (81 — 289 + 83) (81 — 289 + 83 + 5153 — 53).

VYuuteiBas, 4TO 71 KOOpJAMHAT TOYKUM [3 BepHo ¢ + ¢ + ¢q3 = 1, mon;
€e CyIIeCTBOBAaHMEM MBI IOHUMAaeM TO, 4YTO OHA JIEKHT Ha 3-cuMmekce: A% =
{(q1,92,43) € R®|q1 + @2+ q3 = 1,¢; > 0}, Tne oHa OHONOTMYECKH 3HAYMMa. 3aMETUM,
uto Touknm Fy(1,0,0) m FE5(0,0,1) Take nexar Ha 3-cumiexce (puc. 2,a). I'panHuIb!
CYILIECTBOBAHUS BBIYUCIISIOTCS U3 YCIOBUS HAXOXK/ICHHS TOYKH HA OTHOW U3 TPaHEel CUMILIEKCa,
Ha KOTOPOU 0JTHa U3 KOOPAMHAT paBHa HYMIO (g = 0).

£

Puc. 2. (a) — 3-cuMITIEKC ¥ pacCHOIOKECHHBIC HA HEM HEMOJABUKHBIC TOUKHU cucTeMsl; (1.10); (b) —
(ha30BEIIl MOPTPET, IBETHBIE JINHUN — HYABKIUHBI cucTeMbl (1.10); (¢) — obnacTu cymecTBOBaHUS
U YCTOMYHUBOCTH HEMOJBUXKHBIX TOUueK cucteMsbl (1.11).
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I'panuupl CylmiecTBOBaHMS M yCTOMYMBOCTU HENOABMXKHBIX Todek cucTeMbl (1.10)
COBIMAJAIOT JIPYT C APYTOM, M 3a/al0TCA TPEMsI IJIOCKOCTAMU: S; = Sg, S = S3 U S = —1
(k = 1,2,3). Torna B mapaMeTpHUECKOM MPOCTPAHCTBE MOXHO BBIICTUTH ABE 007IaCTH MO
HOMepaMH 1 1 2, B KOTOPBIX noauMopdHas Touka L3 cymectsyer (puc. 2,c). B obnactu 1 ona
yCTOIUMBa U BCe MOJECTbHBIC TPACKTOPHH CTPEMSTCS K HEeM (IBUXKYIIHI 0TOOD), a MOMysALus
oka3bIiBaeTcs nmonuMopduoit. B obnactu 2 Touka F3 HEyCTOHYHMBA, UMEET MECTO AU3PYITUBHBIN
oTOOp, a TUHAMHUKA YacTOT OKa3bIBAeTCsl OMCTAOWIBHOM, T.e. B 3aBHCHUMOCTH OT HadaJbHbIX
9acTOT B MOIYJISIIAHA CO BpEMEHEM OCTaroTcsi 0codu ¢ renotuniom A A nnm aa. B obnactsix mox
HoMmepamu 3 U 4 monuMopdHasi TOUKa JIEKHUT BHE CUMIUIEKca (He CyIIEeCTBYET), a yCTounBa
1160 MoHOMOpdHAas Touka Fy uin Fy (MBrKymuid oToop).

VYuuTheIBad, 4TO ¢1 +¢2+¢3 = 1 MO)KHO IPOBECTH NOHMKEHUE pazMepHOCTH cucTeMsl (1.10).
B pesynbrare MOXHO MMOKa3aTh, YTO MOJUMOP(HAS TOYKA CYIIECTBYET, €CIIU INepeceueHHe
HYIBKIMH (LBETHBIC JMHUM HA PHUC. 2,b) CHCTEMBI MEHBIIEH Pa3MEPHOCTH JIEXKUT BHYTPU
TPEyTOJIbHHKA Ha ()a30BOM IJIOCKOCTH, TIOKa3aHHOTO Ha pucyHke 2,b. Eciu Touka L3 neKuUT
MEXy TUIIOTEHY30W M MyHKTUPHOW JIMHUEH, TO OHA ycToiumBa (obmacte 1). [Ipubnmxasce
K TUIOTEHY3e, 4acTOTa TeTepO3UT0oT CTpeMHUTCS K Hymio. [lepecekass MyHKTHPHYIO JIMHUIO,
nonuMopdHas Touka F3 mpuoOpeTaeT yCTOWYMBOCTb, @ MOHOMOp(QHbIE [ u Ey TepsioT
yCTONYMBOCTh. BHE TpeyronbHUKa TouKa £ JIEKUT BHE CUMILIEKCA.

Taxum o6paszom, g mogen (1.11) nanpasnenue oTO0pa, ONpeaeasIeMOe 3HAUCHUAMH 51, So
U S3, JOBOJIBHO MPOCTO 33JaeT MPEeAEIbHYI0 T€HETHUECKYIO CTPYKTYPY JOKAIbHOM MOMYJIALNUN
Y TeMIIbl pocTa Nomyssuu (depes 3Hauenue (). M3 Bcex BOBMOXKHBIX €€ BApUaHTOB Hambolee
MHTEPECEH TU3PYNTUBHBIN (Pa3phIBAIOINIA) OTOOP, KOTOPHIH H3-3a OUCTAOMIIBHOCTH AOMYCKAET
y’K€ B JIOKAJIbHOM CIy4Yae BO3MO)KHOCTb Pa3HBIX T'€HETHYECKUX CTPYKTYp B 3aBUCHUMOCTHU OT
HauaJbHBIX yciaoBHil. Kak mokaspIBaloT paHHNE HCCIIEI0OBaHMsI, MIMEHHO ITPU HEM HaOI01al0TCs
YCIIOBUSI BO3HHKHOBEHMS W 3aKpEIUICHHS TE€HETHUYECKUX pa3IMYuil Ha pa3HBIX YydacTKax
OJTHOPOJTHOTO apeasia Jaxe 0e3 ydeTa 3KoIoru4eckux ¢pakropos [17, 46, 47].

1.2. JleiicTBHe IINIOTHOCTHO-3aBUCUMBIX (hJaKTOpPOB

Cucrema (1.10) onuceiBaeT JMHAMUKY YaCTOT HE3ABUCHMO OT TE€MIIAa POCTA YHUCIICHHOCTEN
TEHOTUIIOB MJIM OOIIEH 4YMCICHHOCTH, M HPEANojaraeT TOJIBKO SKCIOHEHIMAJIbHBIN pPOCT
nonyasiuud. IIpu onmMcaHuu MUrpanudu 3TO CHOCOOHO NPUBECTH K PSAAY MPOTHBOpPEUUH.
Hanpumep, npu OInpeneneHHbIX YCIOBUAX MOXET CIOKHUTbCS CUTYyallus, MPU KOTOPOHM U3-3a
IIOTOKA T€HOB YacTOTa OTACJIBHO T'€HOTUIIA HA HEKOTOPOM YYacCTKE CTPEMUTCS K HEKOTOPOMY
HEHYJIEBOMY 3HAU€HUIO, B TO BpeMs KaK €ro YMCJICHHOCTh Majaer a0 Hyias. Mnu Haobopor,
OKCIOHEHIUAIBHBI POCT YUCIEHHOCTH OTHEIBHO TI'€HOTHUIIA HE COIPOBOXKIACTCS POCTOM
4acTOTHI, TOCKOJIBKY TEMIIBI POCTA MUTPALIMOHHO CBSI3aHHBIX MOIMYJISILIMA MOTYT CYILLIECTBEHHO
OTJIMYATHCSL.

PaccmoTpum neficTBHE SKOJIOTMUECKUX (aKTOPOB, OTPAaHUYMBAIOIIMX POCT Homyasiuuu. B
mozemu (1.11) orpanudenue pocta MOXET OBITH ONMCAaHO YePE3 3aBMCUMOCThL ITapaMETPOB
0oTOOpa WJIM TaMETONPOAYKIMH OT YHMCIEHHOCTEH TIE€HOTUIIOB WM OOIIed YHMCICHHOCTH
(moTHOCTH HaceneHus). B mepBoM ciydae mpeanoyaraercs, 4To 3KOJIOrHdeckue (hakropsl
[I0-pa3HOMY JIEHCTBYIOT Ha pa3HbIE T€HOTUIIBI, 0COOM KOTOPBIX KOHKYPUPYIOT TOJIBKO MEXIY
MIPEJICTaBUTENIAIMU CBOEH rpynnbl. Bo BTopoM, 3TO AelicTBHE HE 3aBUCUT OT I€HOTHUIIA, KOI/a
0CcOo0M BCceX TpeX Iyl KOHKYpUPYIOT 3a o01uii pecypc. Hanbonee peaqucTUUHBIM BBITTISIIAT
BTOpOU BapuaHT. Ho BaxkHee onpenenurbes ¢ TeM, YTO U3MEHAETCA C POCTOM YHCICHHOCTH —
NPOIYKIMS TaMeT WIM MHTEHCUBHOCTh 0TOOpa, MM 00a mapaMmerpa.

IIpennonoxum, 4T0 UHTEHCUBHOCTD MTPOAYLIMPOBAHUS FaMET MEHSIETCS B 3aBUCUMOCTH OT
IUIOTHOCTH HaceseHus. Harmpumep, raMeTonpoayKIus OMUCHIBACTCS yObIBarome (yHKIUeH
Buna: g = g F'(N), TIe gx — MaKCUMAbHOE YHCIIO TaMET MPOM3BOIMMBIX COOTBETCTBYIOIIHM
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retorunioM (kK = 1,2,3), a g F Bepuo: F(0) = 1, dF/dN < 0. Ecin ¢ynkumst F
3aBMCHUT JIMIIL OT 00mel unciaennoctu N, 1o B cucreMe (1.8) 1 HOpMUPOBOYHOM MHOKHUTENE
(1.7) ee MmOxHO BBIHECTH 3a CKOOKY, M OHa COKpaTMThCA. B pesynbrare cucrema (1.8) me
U3MEHUT cBoero Buaa. OIHaKO €Clii HMHTEHCUBHOCTh FaMEeTONPOAYKLMH 3aBUCUT HE OT 00LIei
YHUCJICHHOCTH, @ OT YUCIEHHOCTH COOTBETCTBYIOIEIO I'€HOTHUIA, TO TPU Pa3Hble (QYyHKIUH
F(N},) OymyT mpucyTCTBOBaThb B KaXIOM ypaBHeHMH cucTeMbl (1.8). B oboux crmyuasx
ypaBHeHus uncnennocrei (1.9) Oyayt comepkarh OfHY MM TP pasHble GyHKuuu F.

Eciu nmpeanonoXurh, 4To OT IUIOTHOCTH 3aBUCUT MHTEHCUBHOCTH OTOOpA, TO MOYHO
3arucarh:

Ie w;; — MAaKCHMalbHO BO3MOXKHas Hois ocobeit reHoruma ij (AA, Aa wmm aa),
OCTaBILIKMECS TOCIE €CTECTBEHHOIO0 OTOOpa B YCIOBHUSAX MUHUMAJIbHON KOHKYPEHLMH (TIpU
HU3KOH INIOTHOCTH). AHAJIOTUYHO MPEAbIAYIIEMY CIy4aro, €CIH C POCTOM YMCIEHHOCTH CHUJIa
0oT0OOpa pa3HbIX TEHOTUIIOB BO3PACTAET MO-pa3HOMY, T.€. GYHKIHMS F' 3aBHCHUT OT YHUCICHHOCTH
COOTBETCTBYIOLIET0 reHoTHIIa, TO F'( Ny ) OyIyT IPUCYTCTBOBATH B KAXKIOM YPABHEHHH CHCTEMbI
(1.8) m (1.9). Ecin orGop ycunmBaeTcsi MM OCIa0EBaeT OIMHAKOBO JUIS BCEX TEHOTHUIIOB,
T.e. I’ 3aBHCUT OT OOWIEH YMCIEHHOCTH, TO ypaBHenus (1.8) He m3Mmensar cBoero Bujaa. 3a
MCKITIOYeHust 3amMenbl apamerpa Wi; Ha w;;. B ypasuenun uucnennoctu (1.11) npousoiiner
3amena napamerpa W;; na dyukumio (1.12).

Takum 06pa3zom, ABE paCCMOTPEHHBIE 3aBUCUMOCTH HEOTIMYMMBI B Clydyae KOHKYPEHIIHUS
pa3HBIX TEHOTHUIIOB 3a OOLINI pecypc, KOrna MMEHHO O0INasi YUCIEHHOCTh TUMHUTUPYET POCT
POXKIAEMOCTH WIIM yCUIIMBAET O0TOOp. B 5TOM Ciydae ypaBHeHMs quHaMuku 4actor (1.10)
HE MEHSIOT CBOETO BHJA (33 MCKIIIOYCHUEM 3aMEHBI g;, Ha gj win W;; Ha w;;), a ypaBHEHUS
gyucnennocted (1.11) conepkar HeNMHEHHYTO 3aBUCUMOCTD OT IJIOTHOCTH:

N(t+1) = G)N({)F(N(1)). (1.13)

Cy1iecTByeT MHOXKECTBO MOATBEPKICHUN TOTO, YTO UMEHHO TaKOW BapUAHT KOHKYPEHIIUU
JIOCTAaTOYHO PACTIPOCTPAHEH, MOCKOJIBKY YacTO MPHUPOAHAS T€HETHYECKas W3MEHUYHUBOCTH I10
MPU3HAaKaM, MO KOTOPBIM HIET OTOOp, Ci1abo KOppelupyeT ¢ W3MEHEHHSIMU TUIOTHOCTH B
nonynsiuu [48, 49, 50, 51]. DToMy e€cThb MHOXKECTBO OOBSICHEHHM, CYyTh KOTOPBIX CBOIUTCS
K TOMY, YTO SKOJIOTUYECKHE U T€HETUYECKUE MPOIIECCHl B TAKUX MOMYJSAIUAX UAYT B Pa3HbIX
BpeMEHHBIX MKanax [43, 44, 45]. OgHako siBHas 3aBUCUMOCTH 0TOOpa OT TUIOTHOCTH BO3HHUKAET
B Clly4ae MOTOKa I€HOB C COCeNHUX ydacTtkoB [15, 36, 37, 52]. M3ydyeHuro Takou cUTyariuu
MOCBSIIEH CIEIYIOIUN pa3ien.

1.3. Pexkumpbl JUHAMMKH JIOKAJIbLHOI JII/IMI/ITI/IPOBaHHOﬁ MOMmyJsIluu

Jna momymsumii, onuceiBaeMblx Moenbio (1.10), manpasnenue oTGopa (3HA4YEHHS Si,
S M S3) JOBOJBHO MPOCTO OMpENENsieT MPeaeibHYI0 T€HETHYECKYIO CTPYKTYpY JIOKaJIbHOM
MOMYIISALMK, a 4Yepe3 BeNMYUHY OOOOHIeHHOW mpucnocobmeHHocTd (G UM TEMIIBI pocTa
YHCICHHOCTH, OINMCHIBAEMBIE ypaBHEHHMEM orpanudenHoro pocra (1.13). Ha pucynke 3
HoKa3aHel MpuMepbl quHaMukyu mozenu (1.10) u (1.13) nsa mapameTpos u3 obnactu 1 u 2.

IIpu s > s; U S; > S3 TETEPO3UTOTHl UMEIOT MPEBOCXOASILYI0 HaJ FOMO3UTOTAMH
MPUCTIOCOOICHHOCTH (3a cueT 0osiee BRICOKOM TaMeTONPOAYKITMU WiIH Oosiee ciraboro oroopa).
B pesynbrare momyssius co BpEMEHEM OKa3bIBAeTCs MOIMMOP(PHON — MPUCYTCTBYIOT 0cOo0U
BCEX Tpex reHoTHnos (puc. 3,a). Ilpu s, < s; ¥ Sy < S3 FETEPO3UTOTHI UMEIOT IIOHMIKEHHYIO
IIPUCTIOCOONIEHHOCTh, U CO BPEMEHEM B IOIMYJSLUM OCTAHYTCS I'OMO3HMIOTHI C T€HOTHUIIOM
AA nnm aa B 3aBUCUMOCTH OT HauyalbHBIX ycnoBuil (puc. 3,b). Ecnu mpucnocoOneHHOCTh
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Puc. 3. /luHamuiKa 4acTOT TEHOTUIOB (IEPBBIA psin) UM OOIIEH YHMCIEHHOCTH (BTOPOH pAx),
omuceiBaemas ypasHerusamu (1.10) u (1.13) mpu F(x) = exp(—z/K), K = 1000, (a) s; = 5,
so =14ms3 =4, (b) s1 = s3 = 12 u so = 1. Ilepexon k (a) momumopdHOii u (b) MoHOMOphHOH
MOMYJISIIUH, COMPOBOXKIAIONIMICS POCTOM 0000IIeHHON MpucnocoOneHHoCTH G U Iepexoy oT
IIPOCTOH AMHAMHUKHU K KOJIEOaHHUSM YHCIICHHOCTH.

TeTepO3UroT UMEET MPOMEKYTOUHOE 3HAUYCHHUE, T.€. S| > Sg > Sg WIHU S3 > So > s (00macTs 3
Wi 4), TO B IONYJISILIMM CO BPEMEHEM OCTaHyTCS TOJIBKO 0cobu ¢ reHotunoMm A A wmm aa.
HezaBucumo ot Tuma orGopa MPOUCXOAMT POCT 0000ImIeHHOM mpucmnocodneHHoCTH G,
COTIPOBOXKJIAIOLIUIICSI HE TOJBKO POCTOM TMpeNeIbHONW YHCIEHHOCTH, HO M MEPEXOIOM OT
OJTHOTO TMpEeNeNbHOr0 THMA JWHAMUKUA K JAPYroMy B 3aBHCHUMOCTH OT BHJa (yHKIuH F,
OTMCHIBAIOIIEH JIEHCTBYE IIOTHOCTHO-3aBUCUMBIX (hakTopoB (puc. 3). Hanpumep, npu F'(z) =
exp(—x/K) ypasnenue (1.11) ananornyno Mozenu 3anac-nononnenue Pukepa, rie napamerp
K onpenenser 3KOIOIMUYECKYI0 €MKOCTh Cpelbl. B pesynbrare ans HU3KMX 3HaueHuil 0 <
G < 1 4YHCIEHHOCTh MOXET TOJIbKO MOHOTOHHO majatk. [Ipu 1 < (' < e YnCIeHHOCTH
MOHOTOHHO BO3pacTaeT 10 CTanuoHapHOro 3HadeHus paBHoro K In(G). llpn e < G <
e? POCT CONPOBOKIAETCA 3aTyXalOWUMH KojleGaHuAMH wucieHHocTu. Ilpu G > €2
BO3HMKAIOT yCTOWYMBBIC KOJIICOAHUSM, KOTOphIE C POCTOM (G COIMPOBOXAAIOTCS KacKaJloM
YABOEHHMs Ieproaa. Bo BTopom psmy Ha pucCyHKe 3,a MOKa3aH IPUMEP HEPEXOAa OT MPOCTOM
(MOHOTOHHOM ) AMHAMUKE K KOJICOAHHSIM C TIEPHOOM 2 B ClIydae IBMXKYIIET0 OTOOpa U Iepexoaa
K oauMophusMy, a Ha pucyHke 3,b K konebaHusAMHU ¢ NEPHOJOM 4 B CIydae JTU3PYNTHBHOIO
orbopa. B mocrnegHem mnpumepe HadalbHBIE YCIOBUS MOAOOpaHbI TaK, YTOOBI YacTOTHI
TeHOTHIIOB HEKOTOPOE BPEeMsI HaXOIMIIMCh B OKPECTHOCTH HEYCTOMUMBOI MOMMMOP(HHOI TOUKH
Es, nns KoTopoi mpenenbHask YUCIEHHOCTh HIDKE, YeM Ui MOHOMOP(HBIX COCTOSHUN [
umu E3. B pesynbrare, mpexae ueM neperTu Kk 0oyiee BHICOKMM 3HAYCHUSIM YHMCICHHOCTEH
MOMYJIALIUS 3aI€PKUBAETCA B COCTOSIHUM ¢ HU3KOM YUCIEHHOCThIO. OHAKO JaIbHENUIINNA POCT
MPUCTIOCOOTCHHOCTH (G BBIBOIUT MOMYJISIMIO K YCTOMYMBBIM KOJICOAHUSM YUCICHHOCTH.

2. YPABHEHUA TUHAMUKHA CUCTEMbI MUTPAITMOHHO CBSI3AHHBIX
HonvJisinnuun

[lepeiineM K WM3y4YEHHUIO METAIOMYISAIMHU, MPEACTABISIONIEH COOOW CHUCTEMY CBS3aHHBIX
CyOTIOMyMSIHA, 3aCeNsIOMUX HECKOJIBKO yYacTKOB OJHOMEPHOIo apeana B (opMe KOIbIIa.
CBsi3p MeXJly CyONOMyJIsIUsIMH MOXKET ObITh peajan30BaHa MOCPEACTBAM MHUIpalMU 0COOEH.
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[Ipenmonoxum, 4YTro mociae OTOOpa M3 KAKIAOW CyONMOMyNmsUUd Ha COCEIHHUE YYaCTKU
nepememaercs mN* = miN{ + moNy + m3zN3 ocobeii (puc. 4), tne 0 < my, < 1um
0 < m < 1- xoaddunueHT murpanuu (Cuiia CBSI3M) 1T COOTBETCTBYIOIIETO T€HOTHUIIA U
CyMMapHbI# (cpeaHnii) ko3P PUIMEHT 1151 Bcel Cyonomysiiii. MUTPaHTBI COCTOSIT U3 0CO0eH
BCEX paccMaTpHUBaeMbIX T'€HOTHUIIOB, U YeM Oojiee MHOTOYHCICH TeHOTHI (B aOCONIOTHBIX
3HAYEHHUSX ), TEM OOJIbIIIE er0 BKIA/ B IOTOK T'€HOB.

: ol A4 — :
3 NP> N (ALY, Vil <= n '

Puc. 4. (a) — CxeMaTH4HOE TPEACTABICHUE CBSI3W 3HAUYCHUH UYMCICHHOCTH NN, ,iz)
(4)

TCHOTHUIIOB qk B CHUCTEMEC MUTPAIIMOHHO CBA3aHHBIX HOHYJISIHHi/’I, a TakKXKE 3HauCHHA

C 9acToTaMu

COOTBETCTBYIOHINX KO3(duuneHToB cBs3u. (b) — CxemaTwyHas WUTIOCTpanus TOro ¢axra,
YTO TOTOK T€HOB MEXIY HECOMOCTaBHMBIMH MO Pa3Mepy MOMYISIUIMH MOXET CYIIECTBEHHO
HW3MEHUTH F'€HOTHIIBI B MAaJIOUMCICHHON TOMYJISIIHY.

Bynem cunrtarh, 4T0 0COOM, MOKUHYBIINE POJHON YIaCTOK (3MUTPAHTHI), B TOJTHOM 00bEeMe
MIOTIONTHSIOT TPHHAMAIOIINE YYacTKH, a BO3MOXKHAs CMEPTHOCTH B IIPOLECCE PACCENICHHS
BKJIIOYEHa B 0TOOp. B osToM ciyuwae ypaBHenwe (1.4) mis k-ro reHoruna ¢ ydeTom
TUIOTHOCTHO-3aBUCHMBIX (pakTopoB, T.€. (1.12), mpuobperaror BUA:

NPt +1) = we NS (8 + 1) F (NO(8)) (1 — my)+

. L . 2.14
oS My N (8 + 1) F(NO(1)), @14)
25 ;=3
i
rae uHAeKC ¢ = 1,2, 3, ..., n — HOMep JOKAJIBHOTO y4acTKa W HOMEP CYOTOIMYJIAINH, HHIEKC
g =1,2,3,..., 1101 3HaKOM CyMMBI paBEH HOMEPY Y4acTKa, OTKY/a UCXOIUT [IOTOK MUTPAHTOB

Ha i-10 Tepputoputo; k = 1,2, 3 — Homep rpymisl ocobeil ¢ renotunom AA, Aa u aa. (M)},

— MaTpuLa CBS3U pa3Mepa n X n, ONpeAessAtonias TOMOJIOTHIO CETH CBS3aHHBIX MOMYIALNN, a

TAaKKe HaNpaBJeHUs MUrpanuu. B mpocrelimiem cirydae M; ; = M;; = 1, ecnn cyOnomynanyun

c HoMepaMmH ¢ M j (i # j) CBA3aHbI C paBHOM cuioii cBasu, M, ; = M;; = 0, ecin oHU He
n

cBsi3aHbl. HopMupoBouHblid mapamerp 25; = > M, ; HeoOxomuM mis coOutofeHus OanaHnca
o

MEX/y YUCJIOM TOKMHYBIIHUX -H y4acTOK 0COO€H U IONOJHUBIIUX CBA3aHHbIE C HUMH YYaCTKH.

J11s1 3aMBIKaHUs TPAHUL] apealia B KOJIbLO K ITpeJiesiaM CyMMHUPOBAaHUsI IPUMEHSETCS ceyolee

oroOpaxkenue: j — 7 mod n.
[Tpu mOCTOSHHOHN CTPYKTYpe MaTpHibl Murpanuu ¢ ko3ddunuenramu 1 nmm 0 mapamerp
S paBeH TMOJIOBHHE YHMCJIa Y4YacTKOB, W3 KOTOPBIX HANpaBleH IOTOK MHIPAHTOB B i-IO
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cyonomynsiuio. HazoBem S paguycom cBsizu. B obiiem ciaydae mapaMeTpbl MUTPAllUd MOTYT
OTJIIMYATHCA JJIA Ka)XJOro TeHOTHNAa W 3aBUCAT OT PACIOIOKEHHS JIOKAJIHHOTO ydacTKa Ha
apeajie, 4TO MPEANoOiaraeT pa3inuyue MHUTPAIMOHHOW aKTUBHOCTU JJIsi Pa3HBIX T€HOTUIIOB U
cyonomyssituii. J{mst ynporieHus: JaTbHEUIIero UCCae0BaHus OTPAHUYUMCS CITy9aeM my =
Mo = M3 = M ¥ 3HAYCHHUSIM S He3aBUCSIIIMM OT HOMEpa ¢, 9YTO 00ECIIEUNBACTCI CHMMETPUYHOMN
MAaTpULEH CBSA3H, 17 KOTOpOH cripaBeanuBo M; ; = M, ;

IMoncrasnas (1.1)+(1.3) B (2.14), a Taxke NONOKUB gwsa = 1 + 51, gwaa = 1 + 5o 1
JWaq = 1 + S3, MOXKHO TIOJIYYHUTH CJIEIYIONINE YPAaBHEHUS JUHAMUKHA YaCTOT M YMCIEHHOCTEH
k-To TeHOTHITA HA 7-M Y4YacTKe:

1—|—Sk

GO(t) qi(f)*(t +1)(1 —m)+

0 (t+1) =

m S N(j)(t)
— M, j~——%
35 22 MNa
J#i (2.15)
NP+ 1) = (14 i) | NO@F(NO(0) g (¢ +1)(1 = m)+

g (t+1) |,

m & o G (1)) D)
SIS MGNOOF(NO@)6 (1) )
j=t
L JFi

me i (t+ 1) = (a1 (1) + 65 (6)/2)% 657" (¢ + 1) = 200" (1) + 65 (1)/2) (05" (1) + 65" (1)/2)
u qéi) (t+1) = (qé )( t)+ q;)( t)/2)? — uacToTsl TeHOTUIIOB B (¢ + 1)-0M MOKONEHHH 110 0TGOpa
TIpH eIMHUYHO CKOPOCTH TIPOLYKIIHH FaMeT; HOPMUPOBOUHKIH MHOKHTETs GV (1) = N (¢ +
1)/ N (t) pasen:
) i+S
G0 — W(l)(l _ Z M,] N( WY )7
3 =i—S
J#
asemmmma W = 1+ 51t + ¢4 /2)? + 2s0(at” + 65 /2) (a5 + 45 /2) + s3(¢5” + ¢S /2)?
— 000011eHHAs IPUCTIOCOOICHHOCTH - CyONOMYIISALUY 1O MUTPALIUH.

HecnoxHo yBHAETh, YTO YpaBHEHHS YacTOT TE€HOTUNOB (- cybmomymsuun (2.15)
COCTaBJICHBI U3 ypaBHEHHH TodeuHoM nomyysaiuu (1.10), ¢ ygeTom oTTOKa 0c00€H M, a Takxke
CyMMBI IIDHTOKa T€HOB C coNpelenbHbIX TeppuTopuil. Kak Bunno u3 (2.15) nHTEHCMBHOCTH
TIPUTOKA 3aBUCHT OT COOTHONIeHUs uncnennocteir N /NG cyGnomynsmmii, oTkyna HCXomuT
MMOTOK MUTPAHTOB U HA NMPUHUMAIOIIEM y4acTKe. B pe3ynbraTe MOXKET CIOKUTHCS CUTYallus,
KOrJa Jake TPH MajbIX 1 IMOTOK Te€HOB B MAaJIOYHMCICHHYIO CyONOMYNSALHUIO CIIOCOOCH
CYIICCTBEHHO W3MEHHUTh YaCTOThl TEHOTHUIIOB. AHAJIOTHYHO, BOBMOXKHA CUTYyAIlHsl, KOJa JTaKe
npu OONBIIUX ™ CyMMapHBIA TMOTOK M3 MAJOYMUCICHHBIX CYONOMyIsilHMid HE CrocoOeH
CYILIECTBEHHO TOBIMATh HA YACTOTHI FEHOTUIIOB IPMHUMAIONIMX yyacTKoB (puc. 4,b). ITo Bceit
BUJIUMOCTH, TAKOE MIOBEACHHE JICHCTBUTEIHFHO MOXKET HAOMIONAThCS B peaTbHBIX MUTPALIMOHHO
CBSI3aHHBIX TOMYJISAUSAX W B OT/ICTBHBIX CIIydasx MPUBOIUTE K XOPOIIO U3BECTHBIM 3P deKTam
OCHOBATEJIS, HBOJIOIMOHHOTO CHAceHHWs, OyThUIOUHOTO Topibimika W T.an. [15, 36, 37, 42,
53, 54, 55]. Ucxonsa m3 3TUX pacCyXKAeHHH, B MojenH (2.15) MOXHO MOIyYUTh JOBOJIBHO
HETPUBHAIILHOE TUHAMUYECKOE MOBEICHUE, CBSI3aHHOE C TEM, UTO MEePEMEILIEHUE 0CO0eH MEeXK Y
ydacTKaMu CIOCOOHO M3MEHHUTHh HAaIMpaBlieHHE SBOJIIOIMOHHBIX M3MEHEHUU Jake Oe3 ydera
sKojoruueckux ¢akropos (pu F' = 1) [47].
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2.1. Pe:xxnMbl IMHAMMKH NPH NOCTOSIHHON MUIPalliH

[epeiinemM K pacCMOTPEHUIO 0COOEHHOCTEH TUHAMUKHU U 3BOJIOIUHN B CUCTEME CBS3aHHBIX
CY6HOHYH$H_[I/II7I C YUCTOM IUIOTHOCTHO-3aBUCHUMOI'0 JIUMUTHUPOBAHUA, OITMCBIBACMBIX cucTeMOu
(2.15). Jlna storo Gynem mcnonb3oathk pynkmmio [(x) = exp(—x/K), rne K onpenenser
9KOJIOTHYECKYI0O €MKOCTh cpenbl. Jlis omuHO4YHOW momymsiiuu (mpu m = () JAWHaMHKa
YHCIIEHHOCTH ONUCHIBAETCS MOJIENBIO 3amac-momnonHenre Pukepa:

NOt4+1) = WIONO () exp (- NO(t)/K), (2.16)

rme K paBua Takoil umcnenHoctd N (t) (3amac), koTopas oOecreyrBaeT MaKCHMAaJbHBIH
npupoct uucieHnoctn N (¢t + 1) (momommenms): mpu N(t) < K wnabmromaercs
SKCMOHEHIMAIBHBIA pocT, pu N(t) > K poct 3amennsercs, a npu N(t) > KIn(W)
IIOTIOJIHEHNE OKa3bIBAETCsl HUKE 3ar1aca.

Paccmotpum cucremy u3 n = 5H0 momynsuuii ¢ Haubojee MPOCTHIM BHJIOM CBS3H —
nokanpHOM (S = 1), IpHU KOTOPOH B TEUEHUE OJHOTO CE30HA OCOOM TMEPEeMEIIAr0TCs JIHIIb
Ha COCEIHHE Y4acTKH, a JUIsl 3aceeHus OoJjiee OTJAJICHHBIX Y4aCTKOB TPeOyeTcsl HECKOIbKO
nokosieHuil. VIMEeHHO TakoW TUI pacceleHHss 0coOel 4yacTo HaOMIOmAIoT AJsi MPHUPOTHBIX
MONYJISIUN KOPOTKOKHUBYIIIMX BUJIOB, HAITPUMED, MEJIKMX MileKonuTatomux [S6, 57, 58, 59, 60],
a TaKo>ke BOCIIPOU3BOJIAT B J1a00OPATOPHBIX YCIOBHSX JJISI MOAETBHBIX momyssiimii [29, 30, 31, 32,
33, 34]. Hanpumep, 1151 y’Ke yIOMSHYTBIX SIIIWYHBIX MeTanonyisiuuii D.melanogaster u E.coli.

B npanpheiimem Oyaem paccMaTpuBaTh TOJBKO IOHHMKEHHYIO MPUCIOCOOIEHHOCTD
TeTepPO3UrOT, COOTBETCTBYIOLIASl TU3PYNTUBHOMY OTOOpY, T.e. S; > S M S3 > So. s
orpeneeHusI HauOoJee THITMYHBIX PEKUMOB MPOCTPAHCTBEHHO-BPEMEHHON JMHAMUKH MOJIETTU
(2.15) npoBsezeM CEpUIO YUCIEHHBIX SKCIIEPUMEHTOB, UCIIONbL3YS PA3HbIE 3HAYECHHS napaMeTpOB
or6opa u murpanui. Hasansasie uncnenroctd N (0) u 9acTOTHI reHOTHTIOB qk (O) Oymem
BBIOMpATh CIIy4yaiiHO, CIOJIb3Ys 1BA HE3aBHCHUMBIX F€HEpaTopa paBHOMEPHO pacrpeeeHHON
ClIydailHOM BeJIMYMHBL. byneM wucnonbs30BaTh peanusanuio reHeparopa MT19937 [61],
JOCTYIHYIO B IporpaMMHON OubIroTeke unciaeHHbIx Beraucienuit GSL [62]. ABropamu GSL
9TOT T€HEpPaToOp PEKOMEHJOBAH JIs MPOBEAEHUS YUCIEHHBIX HKCIEPUMEHTOB M CUMYJISILIUM.
OH uMeeT 4pe3BbYAiHO JUMHHEIA nepuon (~ 10°0°0) Hu3Kyr0 KOppensnuo M MPOXOAUT
OOJIBIIMHCTBO CTATUCTUYECKUX TECTOB HA CIIy4alHOCTh F€HEPUPYEMBIX I1OCIIEI0BATENBHOCTEN
nceBAocayyaitHbIX uncen. [ns obecniedyeHust He3aBUCUMOCTH FeHepaIlii HaYalIbHBIX 4acTOT U
YHCIIEHHOCTEW OyJeM HCIOJIb30BaTh JIBa Pa3HBIX 3aTPaBOUHBIX yucia (seeds), BRIYUCIIEMbIX
13 TEKYILEro BpeMEHH (B MUJUIMCEKYH/axX).

YHCIEHHOCTh B i-M ydacTKe BhIOMpaeTcs ciywaitno or 1 mo 2K (N® ~ U[1,2K)),
YTOOBl Ha pa3HBIX y4acTKax H3HAuaJIbHO OBUIM HEMHOTO pa3HbI TEHJEHIUH JAMHAMUKH —
ais Huskux guciennoctax N (0) < K nomynsuus pocna, mis Gombummx N@(0) > K
POCT OCTaHABIMBAJICS WU Naaaia. YacTOThl TeHOTUIIOB TEHEPUPYIOTCS 3a Pa3 OHUM BEKTOPOM

pPa3sMEPHOCTH 3N CO CIIy4yalHbIMU 3HaueHUsAMHU OT O 10 1 (qk) ~ U[0, 1]), a 3aTem BBITIOIHSIETCS

UX HOPMHPOBKa 110 (popMyIe: q,(c) — q,(C ) / (qgl) +q D q;(; )) rapaHTHPYIOIas PaBEHCTBO q§ Dy

(Z) + q( ) = 1.B stom cllyyae B HauaJIbHbI MOMEHT BpEMEHH apeal Oy/eT 3acelieH IPUMEPHO
nK ocobsimu (B cpenHem K ocoleil Ha CyONMOMyNsMIO) CO CIy4YalHBIMU TeHOTMHamMu. B
3TOM Cllyyae MHTEPECHO OLIEHUTh, KaK M3MEHUTCA (puHAIBHOE pacmpenencHue ocodei n ux
reHeTu4ecKasi CTpyKTypa (Ui OOJNBIIMX ), U KaKas MPOCTPAHCTBEHHAsI CTPYKTypa BO3HUKHET,
a TaKkyKe HAaCKOJIBKO OHa Oy/ieT CTa0MIIbHON BO BPEMEHH.

PaccmoTpum uid Hawasa ciydaii, KOIZla MHIpanus IOJHOCTBIO CHUMMETpPHYHAs, a ¢€e
OTHOCHTENIbHAs. MHTEHCHUBHOCTh IIOCTOSIHHA M HE MEHSETCs CO BpeMeHeM, T.e. M;; = 1 s
K03((HULMEHTOB MO ¥ HaJ| [MIaBHOH AMAaroHamblo, a Ul OCTadbHBIX HHAEKCOB M;; = 0.

Ha pucynke 5 mokasan nmpumep mpoCTPaHCTBEHHO-BPEMEHHOM JUHAMUKY CUCTEMBI (2.15),
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NpEJCTaBICHHBI B BHAE 3aBUCUMOCTEH 4YacToT (puc. 5,a) M 4ducieHHocted (puc. 5,b)
OJIHOBPEMEHHO OT HOMEpa Ce30Ha ¢ ¥ HOMepa y4acTKa ¢, WA TOJIbKO OT OJHOW M3 ATUX BEIIMIHH

(puc. 5,c).
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Puc. 5. TIpocTpaHcTBEHHO-BpEMEHHAs IMHAMUMKA YaCTOT T€HOTUIIOB U YHCIEHHOCTEN B cUCTEME

MHTPAIMOHHO CBS3aHHBIX TMOMYISAINN, ONMUCBIBaeMbIX (a—g) cuctemont (2.15) u (h) — (2.17) ¢
ITOCTOSIHHOM MatpuIle cBs3u npu s1 = s3 = 10, s9 = 1, K = 1000, m = 0.05u S = 1.

Ha mepBoii nuarpamme LBET MHUKCENs KOJUPYET MpeoONafaroliuii TeHOTHN Ha Y4acTKe
C HOMEpOM % B MOMEHT BpeMeHHM t (puc. 5,a). KpacHblil LIBET COOTBETCTBYET TOMY,
yTO OONBIIMHCTBO 0c00eii mMeror renotun AA, 3emeHblii — reHorun Aa, cuHuii — aa,
MPOMEKYTOYHBIE I[BETA — MOMYJSALUSA MOTUMOpHAsS U COACPKHUT 0COOEH BCEX TCHOTHUIIOB.
Ha Bropoii nmmarpamme (puc. 5,0) NOKa3aHO WM3MCHEHHE 4YHCICHHOCTEH, Tae Oenbli
LBET COOTBETCTBYET MAaKCHUMAaJbHBIM 3HAUEHUSM, YEpHbIH — MUHUMAJIbHBIM, CEpBIA —
NPOMEXKYTOUHBIM 3HaueHusiM. Ha pucyHke 5,c Moka3aHO HayalbHOE PACIpEe/IeNIeHHE Y4acTOT
q,(:)(O), B KOTOPOM BCE€ CYONOIYJSIMH W3HAYANbHO mMonuMopdHbie. OIHAKO pacceleHue
0oco0eil MPUBOAUT K TOMY, UTO Ye€pe3 HECKOJIbKO CE30HOB Ha apeajie BO3HUKAET HECKOJIbKO
Oomee-MeHee TeHETUYECKH OJHOPOMHBIX IPyNn oco0el — maTeH (kmactepos) (puc. 5,d), B
mpenenax KOTOPBIX JJIMTEIbHOE BpeMsl IPOXKHUBAIOT OCOOM C OJHHUM TE€HOTHUIIOM (ITOJIOCHI
onHoro msera Ha puc. 5,a). Ilocme mepexomHoro mporecca pacroNoXEeHHE 3TUX IATEH
MOCTOSIHHO U COXpaHsETCs AuTeNbHOE BpeMs (B ToM uncie A ¢t >> 2000 He nmoka3aHHBIX Ha
muarpamme). [Ipu ciaboit cuie CBSI3M ATH MATHA JOBOJIILHO HEOOJBIINE, OHAKO C POCTOM CHIIBI
CBSI3U OHM YBEJIMYUBAIOTCS B pa3Mepe, a uX cymMMmapHoe yucio nagaet. [Ipu Oonpumx m > 0.3
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nsaTeH dopmupyercs He Oonee 2—3. Mexay STUMH MSITHAMU W3-32 MOCTOSSHHOW MHTPaldd
Bcerma opmupyercs HeOoNbIIas rpynmna CyOnmomynsiui, rae akTHBHO WAET THOpHUIU3aus
C TOCTOSTHHBIM O0Opa30BaHWEM TETEPO3UTOT, U YeM HWHTEHCHUBHEW MUTPAIIMOHHBIN IOTOK,
TEM OHa MHorouucjeHuee. Ha pucynke 5,/ mokazaHa TMHaMuKa 4acTOT B OJHOM M3 TaKUX
cyOmomymsIuii ¢ akTuBHOU rubpuau3anueit. Ha atom rpaduke BUIHO, 4TO OCIIE MEPEXOTHOTO
MpoIecca YaCTOTHI MEPEXOAST K KOIEOAHHSIM C IEPUOJIOM 2, KOTOPBIE CIISAYIOT 3a KoJeOaHUsIMU
YUCIIEHHOCTEW. B reHeTHYeckr OMHOPOAHBIX Tpynmnax CyOMmOmyIsiuii 4acTOTHI CXOHSTCS K
NOCTOSHHOM BEIMYMHE HE MCIBITHIBAs KoneOanuii (puc. 5,e).

OtmeTuM, 4To (pUHATIBHOE pacIipe/ie]eHne YHUCICHHOCTEN, KOTOpOe 0)KUIaeMO, COCTOUT U3
TPyMIl KOTEPEHTHBIX CyOMOMyNIALnid, KOIeOMIOUINXCs CUH(]a3HO, MPAKTUYECKU HE KOPPETUPYET
c pacnpejeneHueM dyactoT (puc. 5,d u 5,g). Pacmonoxenue KiacTtepoB CyOnomynsiui
¢ cuH(pa3HOW JMHAMUKOW PEAKO COBMANAIOT C KIACTepaMU C OIWHAKOBON T€HETUYECKON
CTPYKTypoH, ocoOeHHO mpu cnaboil cBs3u. HckimoueHusMu MOTYT OBITh HEKOTOpHIE
MoJIMMOPGHBIE  CYOTIONMYJIAIIMKA, PACHOJOKEHWE KOTOPHIX HMHOIJA COBHAAACT C MECTOM
KOHTaKTa CMEXHBIX KJIACTEPOB, MEXIY KOTOpPHIMU HabmromaeTcsl mpoTuBodasHas AUHAMHUKa
YUCJIEHHOCTEM.

OTMeTuM, YTO KJIACTephl CUHXPOHHBIX MOMYJISIUN BO3HUKAIOT B CHCTEME CBSI3aHHBIX
MOMYJSIUN 1 03 yueTa TeéHEeTUYECKON CTPYKTYphl. JTO COBEPILIEHHO TUIIMYHOE MOBEJCHUE
KOJIJIEKTUBHOW nuHaMuku. Hampumep, kiactepusaius Xopomio u3yueHa B KOJIbIIaX CBA3aHHBIX
JOTUCTUYECKUX OToOpaxeHusx [19, 63, 64|, omuChIBaIOMIKMX OUHAMHUKY JHUMHTHPOBAHHBIX
nonyasiumii mpu F(N) = 1 — N, a Takke CHCTeME CBs3aHHBIX ypaBHeHHH Pukepa
npu F(N) = exp(—N) [63, 65, 66] u apyrux Oojee CIOXKHBIX CeTX. B memom
3aKOHOMEPHOCTH (DOPMHUPOBAHHUS KIIACTEPOB B cucTeMe (2.15) 1 B IpUBEIECHHBIX HCTOYHUKAX HE
npoTuBopedar aApyr Apyry. Onqnako B cucreme (2.15) ecTh HECKONBEKO 0COOEHHOCTEHN, KOTOPBIE,
[0 BCEH BUIUMOCTH, CBSI3aHBI C HAPYIIEHUEM CUMMETPUYHOCTH CBSI3U MEXAY I'€HOTUIAMU
Ha pa3HbIX Yy4YyaCTKaX H3-32 3aBUCHMOCTU IOTOKAa T'€HOB OT COOTHOLIEHUS YUCIEHHOCTEH
N® /NG+) Kpome Toro cucrema (2.14) omnmchiBaeT aBa CBSI3AHHBIX MPOIIECCA, MIYIIMX
TEOPETUYECKU C Pa3HbIMU CKOPOCTSIMHU, — MEIJICHHbIE MHUKPOAIBOJIIOIMOHHBIC W3MEHEHUS U
OBICTpPBIN OrpaHUYEHHBIN POCT YUCIEHHOCTH.

Jlnsg TOro 4ToOBl MPOCIEIUTH 3TH OCOOEHHOCTH CPABHMM DPEXHMMBI cucTeMbl (2.15) ¢
CUCTEMOU MOy, B KOTOPOM BCe 0COOM TeHEeTHYeCKH OAHOPOAHBI. Hanpumep, mycth oHa
COCTOUT TOJIBKO U3 TOMO3HIOT C TeHOTUTIOM A A, IMEIONIMX HAaHOOJIBIIYHO TPUCTIOCOOICHHOCTh
(s1 > max(ss, s3)). Juist Takoil CHCTEMBI MOMYISAUNA TUHAMUKA YHCICHHOCTH OMHCHIBACTCS
cuctemoit [66]

NO(t 4 1) = aND (&) P(ND () (1 — m) + % 3 M aNO B F(ND (@), (2.17)
=1
i

rae a = 1+ max(s;). Ha pucynke 5,/ nokasana quHamuka cucteMsl (2.17) nis abGcomoTHO Tex
K€ 3HAUEHUH TapaMETPOB ¥ Ha9aJIbHBIX YUCIEHHOCTEN, 9TO A1 cucTeMbI (2.15). B aToM ciryvae
cuctema (2.17) nemoHcTpUpyeET 00JIee PETYISIPHOE JMHAMUYECKOE IOBEAECHHUE (CHU3Y PHUC. 5,/7) —
(bopMHpyeTCsa MEHBIIEE YUCII0 KIACTEPOB € MHEIM, yeM Jus (2.15) pacnonoxenneM. bonee Toro
C POCTOM cuibI CBsi3M m cuctema (2.17) Bee yamie 1€MOHCTPHPYET MOJTHOCTBIO CHHXPOHHOE
NOBEJICHUE YUCIEHHOCTEH. DTOro Henb3s cKasarh 0 cucTeMbl (2.15), 11 KOTOpo# ¢ pocToM
CHJIBI CBSI3U YMCJIO KJIACTEPOB CUHXPOHHBIX CYOTIOMYIISAIMIA CHIDKACTCS, HO HE MaJaeT 10 HYJI.
1o Bcelt BUIUMOCTH, 3TO MPOUCXOAUT MTOTOMY, 4TO B cucteme (2.17) Bce 0coOU UIECHTUYHBIE.
OpnHako faxe eciau Obl OHU ObLTH pa3HbIMU (BETUYHMHBI @ OTIIMYAINUCH IS Pa3HbIX HOMEPOB %),
TO TepeMellasch Ha HOBYIO TEPPUTOPUI0 0COOb HEU30€KHO «PacTBOPSAETCS» HAa HOBOM
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y4acTKe, U Ha CJICAYIOIIMN CE30H MPUOOPETaeT «HOBBIE» PENPONYKTHBHBIE BO3MOXHOCTH,
XapaKTEPHBIA 1118 5TOM TeppuTopun. B cucreme (2.15) Takoro «pacTBOpEHUs HE MPOUCXOJUT
13-32 JUCKPETHOCTU T'€HOTHUIIOB, KOTOPbIE HACIEIYIOTCS B COOTBETCTBUU 3aKkoHaM Menzens. B
pesynerare B (2.17) hopmupyrorces 6onee npocTeie, 4eM B (2.15) pexumsl.

C npyroil CTOpoHBI HaJ0 MOHMMAaTh, YTO T€HOTHUIIBI HE MUIPUPYIOT camMH mo cele, a
BCEra MepeMeIIaoTcss 0CoOM. DTO O3HaYaeT, YTO YacTOThl T€HOTHIIOB Ha MPUHUMAIOILIEM
ydacTKe, M Kak CJIEACTBUE CKOPOCTb pOCTa, NPSAMO 3aBUCUT OT TOTO HACKOJIBKO OH
MaJO4YMCICHHBIH M HACKOJBKO BEJIMKA YUCIEHHOCTh HAa y4YacTKE, U3 KOTOPOIo HaIlpaBlIeH
notok murpantos (N ) /N®). B 3ToMm cilyuae cTaHOBUTCS ACHBIM, OYEMY BHYTPHU GOJIBIIOTO
KJacTepa CUHXPOHHBIX MOMYJSALMA MOTYT JUIMTENBHOE BpeMs CYyLIECTBOBaTbh IPYMIbI C
HPOTHBOMNONOXKHBIME (hopMamu amnens (puc. 5,d u 5,f). DT0 CBA3aHO C TEM, YTO BHYTPHU
KJIACTEpAa CHUHXPOHHBIX CYONONYJSIIMM CcOXpaHSeTcsl OMU3KMM K €IUHMIIE COOTHOIIEHHE
uncnennocteit N (1)/NO(t) ~ NU(t + 1)/NO(t + 1) ~ 1 a1a cocemHUX y4acTKOB
HE3aBHCHMO OT IMEpHOja WM pa3Maxa kosebanuit (mpu ¢ — o0). Eciim roMo3urorsl UMeroT
J0CTATOYHO OJM3KUE MPHUCIOCOOICHHOCTH, KaK B MPHUBEACHHOM IpUMEpe, TO MOTOK I'€HOB
MEXJY CMEXHBIMU y4YacTKaMU IOJHOCTBbIO KOMIIEHCHPYET ApYr Ipyra ¥ He IMPOHCXOIUT
«CUHXPOHU3AIMM» YaCTOT T'€HOTUIIOB Ha ONU3KUX Y4YacTKax, MEXIy KOTOPbIMH JWHAMMKA
YHUCJIEHHOCTH HE 0053aTeIbHO AOJKHA ObITh CHHXPOHHOM. B pe3ysbrare, BOSHUKHYB OAHAXKIbI
U3-3a Ha4YaJIbHbIX BO3MYIICHHUH, pa3ivuus B YacTOTaX COXPAHSAIOTCS, M MUTpalUs JHIIb
noazepxkuBaeT UX. OJHAKO BHYTPHM TaKMX KJIACTEPOB YacTO MOYKHO BBIAEIMTH YYacCTKH,
pacrookKEeHHbIe MEXTy IByMs IPyNIaMy ¢ IPOTUBOMOJIOXKHBIMU (JOPMaMU ajlielis, TAe UJIeT
rudpuau3anys. B HUX 3a cueT 3HaYMMOH J0JIU TeTEPO3UTOT HEN30EKHO CHIKACTCS CyMMapHBIH
PEeTPOAYKTUBHBIN MOTEHINAN, U CYOTIOMYISIHS JeMOHCTPUPYET MEHBIINN pa3Max KoieOaHui,
4TO XOPOILO 3aMETHO IO NPOBAjIaM Ha poQuiIe Ha pucyHke 5,g. B paje caydaes 510 cmocoOHO
CHM3UTb IIepuoJ KojaeOaHUH YMCICHHOCTH TaKUX CyONOMyIAIMMA.

VYenoxxHeHHe Xapakrepa koneGaHuil (pocT mepuozna KojgeOaHMM M XaoTu3alus),
HabI0aeMoe ¢ pOCTOM HMPUCHOCOOIEHHOCTH, CIIOCOOHO NMPHUBECTU K OOPAaTHOMY SIBICHHIO —
pacripesielieHle 4acTOT OKa3bIBaeTCsi Oojiee OHOPOAHOE, YeM PACIpEAeTICHUE YUCICHHOCTEH
(puc. 6). OT0 3ameTHEE NPOABIAETCS IPU CUIILHOM CBA3M, Korna B cucteme (2.17) hopmupyrorcs
PEXMMBI YACTUYHOM MITU TTOJTHOM CHHXPOHM3ALMH (TPETh CTpOKa Ha pHc. 6). Takoe noseneHue,
10 BCEeW BUJIMMOCTH, CBSI3aHO C TEM, YTO arperamust 0cooei o reHoTunaM, T.e. CAHXpOHHU3aLus
4acToT, Oojee YyBCTBUTENIbHA K PACCEJIEHUIO OCO0EH, 4YeM CHHXPOHM3alMs JWHAMHUKH
YHCJIEHHOCTH.

JI71s oty 4eHus peKMMOB, TIOKa3aHHBIX HA PUCYHKE 6, BHIODaHbI HEMHOTO Pa3HbIC 3HAYCHHS
napameTpoB oTdopa roMo3uror AA u aa. ITO NPUBOAUT K TOMY, YTO KJIACTEPHI, B KOTOPHIX
MIPEBATUPYIOT O0COOM C pa3HbIMU T€HOTHUIIAMH, XapaKTEPU3YIOTCS pa3HbIMHU IMEpPHOAAMHU U
aMIIMTy#aMu KonebaHuil. B mepsom mpumepe (puc. 6,a) kinactep ¢ romo3uroramu AA umeer
MaKCHMAIIbHbIA PENPONYKTUBHbIM paBHBIA w; = 1 + s; = 13, uro B momenu (2.16)
COOTBETCTBYET KoJieOaHusM C riepuoaoM 4 (4-mmkn). [{nst kmacrepa aa ¢ wy = 1 + s3 = 12
niepuoa paBeH 2 (2-mwmki). s momuMopdHoro kimactepa Aa penmpoayKTUBHBIE BO3MOXHOCTH
HaMHOIO HMJXKE, MOATOMY KojeOaHMs YUCICHHOCTH MMEIOT HAaUMEHBUIMH pa3Max, KOTOpble
MOJ/IEPKUBAIOTCS TOJIBKO JIMIIB 3a CUET MepEeMEIIeHUs 0co0ei CO CMEXHBIX Y4aCTKOB.

Bmecte ¢ Ttem, mepByro rpymmy romosuror AA (¢ = 1,2,...,20) cocTaBisOT
KJIacTephl U3 CyONoOmyssiuili He TOJIBKO C 2-IIUKJIOM, HO U ¢ 4-1ukiaoM. HecnoxxHo yBUIETS,
YTO Takas HEOJHOPOAHOCTh YHMCIEHHOCTEH M XapakTepa JWHAMHKAa HUKaK HE BIMSIET Ha
pacrpe/esieHle 4acToT, IOCKOJIbKY MEKIy KilacTepaMu He (POpMUPYIOTCS 30HbI THOpUAU3ALIUY.
CrenoBatenbHO, penpOIyKTUBHBIE BO3SMOXKHOCTH TOH TPyHIbI CyOIONMY SN B LIEJIOM TaKHue
€, KaK y BTOPOM I'pymIbl TOMO3UTOT TOJBKO € 4-IUKIOM (¢ = 25,26, ...,41), onHako u3-3a
B3alMOJECHUCTBUS Pa3HbIX LIMKJIOB, OHU UMEIOT OTIIMUYHBIE APYT OT Apyra NEPUO/IbI U aMIUIUTYbI
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Puc. 6. IlpocTpaHCTBEHHO-BpeMEHHAs MUHAMUKA YHCIEHHOCTEeH (IepBas CTpPOKa) M YacTOT
TeHOTHITOB (BTOpasi CTPOKa), OomUchIBaeMbIX cuctemamu (2.15) m (2.17) (TpeTssi CTpoka) ImpH
s9 =1, K = 1000, () s1 = 12,53 = 11, m = 0.15u (b) s1 = 15, s3 = 14, m = 0.3.

konebanuid. OTMETUM, 4YTO MOJ0O0HAs KapTHHA MPOCTPAHCTBEHHO-BPEMEHHOW THWHAMUKU
YHCJICHHOCTH BO3MOXHA U B cucTeMe (2.17) 6e3 ABHBIX pa3aW4uil B NPUCIOCOOIEHHOCTAX, U
BO3HMKAET KaK pe3y/lbTaT YaCTUYHOW CHHXPOHM3ALMHU JTUHAMMKH CBS3aHHBIX CYOMOMyINIsALUi,
obmagaronmux (pa3oBOi MyIbTUCTAOMILHOCTBIO.

AHaNOTUYHOE TIOBE/IEHNE HAOMIOMAeTcs U pu 0osiee BEICOKUX MPHUCIIOCOOICHHOCTSIX, MTPH
KOTOPBIX CyONOIMYJISIIMY NEPEXOAAT K XaOTHYECKMM KOJeOaHMsAM 4HMCIEHHOCTEH (puc. 6,b).
B sTOoM ciyuae kiacTepbl HpeACTaBIEHbl CyONOMyJSALMAMU C HPOCTOM peryimspHoil (i =
44,45, 46) u xaoTH4eckoi nuHamukon (1 = 1,2...,40).

Takum o00pa3oMm, HpU TMOCTOSHHOM MHUIpallMd W CIy4YalHBIX HaA4yaJbHBIX YCJOBUSAX B
CHCTEME MHIPALMOHHO CBSI3aHHBIX JHMUTHPOBAHHBIX MOMYISANANA BO3HHKAET YCTOMYMBOE
HEOJHOPOJHOE TISITHUCTOE paclpeleieHHe YacTOT TEHOTHIOB M 4HucleHHocTel. I[locie
MEPEXOHOIO IMpolecca XapakTep 3TOTO paclpeliesieHus, B LEJIOM, COXpaHIeTCs OT OAHOM
TeHepaluy HauyaJlbHbIX YCIOBUH K IPYT'MM, MSITHA CTaTHYHBI, YTO YKa3bIBAET HA YCTOMYHUBOCTb
TAKOTo TUIA pacrpeneseHus. Mexay pacrnpeeneHueM 4acToT U YUCICHHOCTEH, KaK IMpaBuiio,
HET SBHOW 3aBHCHMOCTH. 3a MCKJIIOYEHHEM TOTO, YTO 30HBI TMOPHAM3ALUHU TMOYTH BCETIa
Jex)aT MeXAY KJIacTepaMHu CHHXPOHHBIX cyOmomyssimuid. OQHaKo Al HEKOTOPBIX HadallbHBIX
YCIIOBUI MHOTIJIA BCE )K€ YAAETCs MOIYyYUTh XOPOLIEe COOTBETCTBUE PACIPE/IENECHUs YacToT U
KJIaCTEPOB CUHXPOHHBIX cyOnomymsuuii. Takoe coOTBETCTBUE, B YACTHOCTH, BCET]a BO3HUKAET
JUIE TPUCHIOCOONEHHOCTEH, MPH KOTOPBIX ONWMHOYHAS CYONOMyNSAlHs HE JEMOHCTPHUPYET
GryKTyanuii YMCICHHOCTH M YHMCICHHOCTH CO BPEMEHEM OKa3bIBAIOTCS MOCTOSHHBIMU (IIpU
0 < max(s;) < e* — 1). JIubGo ecnm BCE yUaCTKM W3HAYAIBHO 3aCENEHBI IIPUMEPHO OIHUM
YHCIIOM 0CO0€H, HO CO CITyYaitHBIMHU T€HOTHUTIAMH.

2.2. PeskuMMBbl JUHAMMKH IIPH C1y4aiiHOM MUTPalMHU

Hamnbonee naTEpECHBIE PEKUMBI IPOCTPAHCTBEHHO-BPEMEHHOM TUHAMMKH CUCTEMEI (2.15)
BO3HHUKAIOT NPH MCIIOIBb30BAHUY CITy4ailiHOW MAaTPHIBI CBS3H, KOTOPAsk OMMCHIBACT CIy4aifHOE
OmyxmaHue ocoOell 1Mo KOJNBLEBOMY apeany. PaccMOTpuUM CHTyaluio, Korjga CiydalHbIM
OKa3bIBaeTCs KaK HAlpaBJCHUE, TaK U J0JI1 MUTPAHTOB, KOTOpasl CIy4aifHO M3MEHSETCS OT
CE30Ha K CE30HY.

[epenmmenm cuctemy (2.14) B 6onee kommakTHOM BHje. Brecem muoxurens m/(2S) B
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Marpuny M, a MHOXKUTENb 1 — 1 OMECTUM Ha €€ INIaBHYIO AMaroHaib. B 3Tom cirydae nepsoe
ciaraeMoe ypaBHeHHUs 4acToT (2.15) mepeiiner moj 3HaK CyMMHUpOBaHHS Ui ¢ = j. lorma
MaTpHULy MUTPALMU MOKHO IIPEACTAaBUTEL B BUJE:

0
Mi—2i-1 T 0
I—=Mi1 Hie1y e 0
M=1 - w1 1-m Hiin
0 T Hit1 1 —Tiwa
0 T Hit2,i+1
0

C HEHYJIEBBIMH KO3(pPUIMeHTaMy Ha TJIaBHOM AHAroHaIA, KOTOPbIE PaBHBI CyMMapHBIM JIOJISIM
oco0el, NOKUIAIOMIMX KaKbIH j-H y4acTOK BO BCEX HANPABIECHUAX, T.€. T); = Z Wi j, THE W j

Z#J
— JIoJist 0cobel j-i cyOnomnmyasium, nepeMenaromecs Ha y4acTOK ¢ HoMepoM ¢. J{71s1 3ananHoi

TaKuM 00pa3oM MaTpullbl CBs3U cuctema (2.14) npuoOperaeT ciaeayonui BUa:

14 Sk A (t)

¢ (t+1) = =508 2 MJN (¢ +1),
0) 5 () * ) 1s
) i+S G ) ( . )

NO@Et+1) = Z M”WJF(NJ)(t))N(J)(t),
, i+S N(j)_(j)
me GO = > M, N()W , @ CYMMHMPOBAHHUE BBINOJIHACTCA 110 BCEM DJIEMEHTAM.
Jj=i—S

OueBnaHO, YTO NpPU NOCTOSHHOM CHMMETPMYHOM Murpammu (W;; = Wj; = const)

cucTeMsl (2.15) u (2.18) moaHOCTBIO COBNAIAOT.

JUis  omnucaHus cioydyallHOro OnyXzJaHuss o0coOel [ KakIoro HOMEpa Ce30Ha
t kodpuuueHTsl Marpuibl M  BBIUMCISIOTCS HE3aBUCHMO CIEAYIOIIUM  00pa3oM.
HenuaronanbHble 37IEMEHTHI j-TO cTONOma Marpuubl M, pacmoioKeHHbIE OT AMArOHANIN HE
nanee 4yeM Ha S CTPOK, BBIOMPAIOTCSI CIy4allHO TakK, 4TOOBI MX CyMMa HE MpPEBOCXOAMIA
MakCHUMaJbHYI0 CHIYy CBSI3U m. J1g 3Toro ¢ mNOMOIIbI0 TIeHeparopa paBHOMEPHO
pacrpeqieieHHbIX CIydailHbIX uYucen BbIOMpaercs 2S5 chmywaiHeix uyucenm: 0 < §; < 1,
5, ~ UJ0,1], xoropsie Macmrabupytorcs cormacHo dopmyne: L;; = md;/(25)
(J—95 < i < j+ 5) Borom ciiyuae nmuaroHaNbHBIA AJIEMEHT MaTPHIIBI CBS3H PaBEH

n
1—m; =1— > w; < 1— m. He3aBucumocTth ciydaifHbIX 3Ha4eHUN KO3 HUIIICHTOM
=

MUTpalUU 00ECTeunBaeTCs TEM, 4YTO Ul (PUKCHPOBAHHOTO { W j BBHIOMpAETCS YHUKAJIbHOE
3aTPaBOYHOE YHCIIO HA OCHOBE CHCTEMHOTO BPEMEHH. 3aMETUM, YTO MPU CIy4allHOW MaTpulle
CBSI3U JIONISl DMUTPAHTOB OT OOIIEH YHCICHHOCTH HE MPEBOCXOmUT 1 — m (; — 'm Tnpu
S — n/2). Kak crnencrBue, (pUKCHPOBAHHOE 3HAYCHHE 1M YKA3bIBACT JIHIIb MPEICTHHO
BO3MOXXHYIO JOJII0O MUTPAHTOB JUIA BCE CHUCTEMBI CBS3aHHBIX MOIMyJsiuuii. B cmimy storo
JOBOJIBHO CIIO)KHO KOJIMYECTBEHHO CPaBHHUBATh PEXUMBI IMPU IOCTOSHHOM W CilydaiHOU
murpanuu. TpeGoBaHHE TOrO YTOOBI KaXKAbI TUArOHANBHBIA 3JeMEHT Marpumbl M ObuLl
OnMM30K K 1 — m IJI0X0 COMIAacyeTCst CO CydaiHbIM OTy>KJaHuEM 0COOeH.

PaccMoTpyM  pexuMbl  IPOCTPAaHCTBEHHO-BPEMEHHOM JMHAMHMKH  cucTeMbl (2.18),
MOJTyYCHHbIE B CEPHM YHCICHHBIX SKCIHEPHMEHTOB IpH CIydalHOW MaTpHIle CBS3H, W3
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KOTOPBIX BIOpaHbl HanboJee THIMYHBIE peXXUMBL. Bynem paccMaTpuBarh TOT e, YTO U BBIIIE,
MOAXOJ Ul TE€HEpalUU CIy4yallHbIX HayalbHBIX YCJIOBHMH, a TAaK)KE€ OIpPaHUYMMCS ClIydaeM
JIOKaJbHOM CBsI3H, T.€. S = 1.

CnydaifHoe Onmy)XKIaHUE 0CO0eH MEeXIy COCETHHMH yYacTKaMHu IMPUBOAUT K TOMY, YTO
CcOOCTBEHHAsl IMHAMMKA 4YacTOT U YHMCICHHOCTEH HEM30EXKHO 3allyMIIeTCsl, YTO OCOOEHHO
3aMeTHO TIpH HeOOIbIINX MpucnocodnenHocTax: 0 < max(sy) < e — 1 (puc. 7). Ilpue — 1 <
max(s;) < e? — 1 B 1MHaMUKE OMHOYHBIX MOMYJIALMNA BO3MOXKHBI 3aTyXaroLIUe KOJIeOaHus.
JIBuraschb K IpeaesbHON NeHEeTUYECKOW CTPYKTYype, (ha30Bble MMEPEMEHHbIE CTOXACTUYECKUM
o0pazoM (IYKTYHPYIOT BOKPYT HEKOTOPOTO CpEIHEro 3HaueHus (KaK MpaBUJIO, OKOJIO
CTallMOHApHOM 4YMCIEHHOCTH). B oTOM ciydae ypaBHeHus (2.18) BHICTYmarT B KauecTBe
HEJIMHEHHOro (UIIBTpa, KOTOPBIM OTOOpa)kaeT PaBHOMEPHO paclpeielieHHbIe Cly4yaiiHble
BEJIMYMHBI MUTPALIUH 17, j B CIIy4aiiHOE pacIpeieIeHNe YaCTOT M YUCICHHOCTEN MEKTY JIByMs
cezoHamu (t u t + 1). Ilo xapakrepy OHO HallOMHUHAE€T HOPMAaJbHOE paclpeieiieHHE CO
CPEIHUM OJIM3KUM K HETTOJBUKHBIM TouKaM F, Fs unu Es, v aucniepcuel mpornopuuoHaibHOR
MaKCUMaJbHOH cuie cBsi3u m. OJHAKO B ATUX paclpeesIeHUsIX MPUCYTCTBYIOT BbIpa)kKeHHasI
KOppesLus MeXIy 3HaYeHHUSMH YHCICHHOCTeH M 4acTOT JUIsl COCEAHUX YYacTKOB, WM
ABTOKOPPENIALMEN 3TUX BEJIUYUH B IIpeenax oxHol cyonomynsauuu (puc. 7,d). 10 10BOIBHO
0XKU/1a€MO, NOCKOJIbKY CYIIECTBYET SIBHas CBSI3b MEXJy 4acTOTAMM M YHUCJIEHHOCTSIMM Ha
COCEJIHMX y4acTKaX (CMHXPOHH3allMs) U COOCTBEHHAs JUHAMMKa CyONOMYISIIMNA (TpeHI0Bast
COCTABJISIOIIAS ).

200 ¢ 300 500
T T
i=44

1 1 1
100/ 200 ¢ 300 400 500

Al S AR

I
I
1 1 I
1 10 20 30 40 50 ! , ,
() =1900...2000 33000 0 500 ¢ 1500 2000

0.3

4 NO+1)[

A i 600
1 . 1 1 1 N 1 1
23 23 27,

500 @3 700 600 Nz 800 600 Oz 80

N SUGEVE

02f

Puc. 7. IIpocTpaHCTBEHHO-BpEMEHHAs AMHAMUKA cUcTeMEl (2.18) npu cioyyaiiHOM Ony:XIaHUU
ocobelt u 51 = s3 = 1, so = 0.5, K = 1000, m = 0.2. (a) — [1oj0ckl B pacnpe/ieiecHue 4acToT B
IJIOCKOCTH HOMEpa yJacTKa ¢ ¥ ce30Ha t. (h) — OuHaNbHOE pacipeneneHIe YUCICHHOCTEH U 9acToT
TOCJIE TIEPEXOTHOTO Mporecca (mpu 6onbImuXx t). (¢) — JlmHaMHuKa 9acTOT TeHOTUIIOB, YACIICHHOCTH
44-i1 cyOononynsnuu 1 o0mier (cymMMapHoii) uncienHocTy Ha Beex S50 ydactkax. (d) — da3oBbie
JUarpaMMbl, IEMOHCTPUPYIOIINE CIyYalHBIA XapaKTep paclpeleieHus] YUCICHHOCTEH H YaCTOT
JBYX BBIACICHHBIX cyOnonymsinuid (i = 27 u 44).

IIpy Manoil MakCUMaJabHOM CWJIE CBSI3M 1 W3 CIIy4alHBIX HA4aJIbHBIX YCIIOBUU
¢dopmupytoTcsi  OoNbIIOE YHCIO HEOONBIIMX KIACTEPOB TE€HETHYECKH OJHOPOIHBIX
cyonomymsiuii. OnHAakO B OTIMYME OT KJIACTEPOB, KOTOPHIE MpPHU TOCTOSIHHONM MHUTpaluu
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HENOJBMXHBI (pUC. 5), NpHU CAy4yallHOM MUIPAalMd OHU JEMOHCTPHPYIOT HEOOJIBIIYIO
«TIOIBU’KHOCTB», KOIJJa OHU MEIJIEHHO ABMXKYTCS IO KOJIBILY TO B OZIHY CTOPOHY, TO B IPYTYIO,
YTO 3aMETHO JIMIIb Ha OonbIIuX BpeMeHHbIX MaciTabax (ot 1000 ce3onoB). Ha muarpammax
3aBHCUMOCTH I'€HOTHIIAa OT KOOPAMHATHI ¢ ¥ BPEMEHH ¢ 3TO BBIPAXKAEeTCA B BUJIE HECTALIMOHAPHBIX
nosioc (BOJIH), KOTOPbIE MEIUIEHHO PacKauMBaIOTCS M MEHSIOT cBOH pazmep. C pocTOM CHIIBI
CBSI3M 9TH I0JIOCH] YBEIMUUBAIOT B Pa3Mepe, CIUBAIOTCS, a IIPU TOCTATOUHO CUIIBHOW CBS3H UX
ocTaercs He Oonee 2—4 wTyk (puc. 7,a), a IepHos UX KoJeOaHUI yMEHBIIAETCS.

Pacnpenenenue uncieHHOCTe#H npu HeGombLuX npucnocodineHHocTsx (0 < max(sg) <
e — 1) Bcerma NOJHOCTHIO TOBTOPSIET paclpeAeNieHue YacTOT, KaK HIpHU MOCTOSHHOM,
Tak W ciyyailHoll murpanuu. [lockoibky B 3TOM cilydae JAMHaMHKa YUCIEHHOCTEH Bcex
CyONOMyMSAIMIA — 3TO MOCTYNATENBFHO JBIKEHHE K MPeesIbHON (CTallMOHAPHOM) YMCICHHOCTH
CO CKOPOCTBIO, KOTOpas 3aBUCHUT OT IPUCIOCOOIEHHOCTEH 1 yacToT renotunos. Ha pucynke 7,b
COTIOCTABJICHbI PACIPENEICHHUS] YaCTOT U YUCIEHHOCTEH, KOTOpble C(HOPMHUPOBAIMNCH MOCIE
nepexonHbIX mnporeccoB. Ha nByx stux rpadukax nokazaHo 100 3HaueHMI BeNMYUH q,(:) (1)
u NO@) qna t = 1900,1901,...,2000 u i = 1,2,...,50. U3 pacnpenenenuii yacTor
q,(:) (t) BHAHO, YTO PACMONOKCHHE MAKCHMyMOB HJIM MHHHMYMOB Ha apeaje HEMOCTOSHHO
y HeOONbIINX KIACTePOB, OCOOCHHO COCTOSAIIMX M3 MOJUMOP(HBIX cyOomomymsuuid (¢ >
0), koTOpple UMEIOT HaUMEHBIINE 3HAUEHUS YMCIEHHOCTEN. B pesynbrare B pacnpeneneHun
uncnennocreir N (t) mas MoHOMOpPDHBIX cybmomymsamuii (g, ~ 0) GOPMUPYIOTCS BOTHEI
MaKCHMyMOB, a JUI1 HOIMMOPGHBIX (¢2 > () — MUHHMYMOB YUCIE€HHOCTEH (puc. 7,b). ns
MOCJIeIHUX AMHAMHKA 4acTOT Bcerzaa Oosee 3alyMieHa, 0COOCHHO Ha IIEPEXOIHOM JTalle, YeM
JUI TEHETUYECKU OJHOPOAHBIX, JJISI KOTOPBIX YacTOThI ¢ WIIM ¢3 MAaKCUMalbHO ONU3KH K 1
wm 0 (puc. 7,c). YucneHHOCTH IpU 3TOM Bcerna (QayKTyupyloT HE3aBHCUMO OT CTPYKTYpbI
CyOTIOMyMSINY U3-32 CIyYaifHOW MUTpaIuy.

Kpome TOro BakHO 3aMeTHUTh, YTO JH0OO€ H3MEHEHHE B DACIPENEICHUHM 4YacTOT IIO

n
apeajly CONMPOBOXIAETCs CKaukaMu Kak oOmei uncinennoctu (> N)), Tak u uucieHHOCTH

i=1
cooTBeTcTByIomei cyonomymsmu (N ). B npumepe Ha pucyHKe 7,c CHUKEHUE YHCIICHHOCTH
Ha 44 yJacTKe MPOUCXOAMT U3-32 BO3POCIIETO YUCIIO FeTEPO3UTOT IPU CMEHE TUMHUHYPYIOLIETO
reHotuna ¢ aa Ha AA. Ilocne BbITeCHEHHSI 0coOel C IPYyrMMH T€HOTHIIAMH YHCIEHHOCTb
9TOH CyOmomyssiuii BOCCTAHABIMBACTCS M JOCTUTAeT HauOonbmnx 3HaueHuid. [To Toii xe
MpUYMHE U3MEHEHHE DPAa3MEpPOB M 4YHCa TPYIN TN€HETHYECKH OJHOPOIHBIX CyONOmyssuuii
OKa3bIBAET, NOPOI, CUIIbHOE BIMSIHUE HA OOIIYI0 YUCIEHHOCTh Bcell cuctembl. Ha nuarpamme
TeHETHYECKOH CTPYKTyphl (pUC. 7,a) BHIHO, 4TO IIE€PEXOAHAas JHHAMHUKA CONPOBOXKIAETCS
MOSIBJICHHEM OOJIBIIOr0 YUCIA MOJTUMOP(HBIX CyONMOMysIul, XapaKTepru3yeMbIX HEOObIIOH
CKOPOCTBIO pOCTa, a B (PMHAJIBHOM paclpelesieHul HMX YuCIIo HeBenuko. Ha mocnemnem
rpaduke pUCyHKa 7,c BHJHO, YTO MAaKCHMajbHas OOIIas YMUCICHHOCTH JOCTUTaeTCs MOCIE
OKOHYATEJIbHOTO (POPMUPOBAHUS KIIACTEPOB.

Poct mnpucnocoGneHHOCTEH CONPOBOXKIAETCSA POCTOM IPENEIbHBIX YHCICHHOCTEH, a
TaKXe IepPeX0JOoM K COOCTBEHHBIM KOJIEOAHUSAM YMCICHHOCTEH, BBI3BAHHBIMHU JCHCTBUEM
IUIOTHOCTHO-3aBUCHUMEIX (akTopoB (puc. 8). Ilpu max(s;) > e* — 1 B ypaBHeHUH
(2.16) m cucreme (2.17) BO3HMKAIOT YCTOHYMBBIE KONEOAHMS YHCIEHHOCTEH (LIMKIIBI),
KOTOpblE [0 MEpe pocTa MPHUCIOCOOIEHHOCTEH JIEMOHCTPUPYIOT KacKaJl YABOEHUS
nepuona. Ciywaiinoe Omykaanue ocoOeii, onmcbiBaemoe B Mozaenn (2.18) marpunei
M co cinyuaiinbiMu k03 (duUIIMEHTaMH, 3alIyMIIS€T YK€ BJIEMEHThl ATUX LHUKIOB, a He
CTAallMOHAPHBIE YHCIEHHOCTH KaK B mpouuioMm ciaydae (mpu 0 < max(sy) < e? — 1). B
UTOTE MPOCTPAHCTBEHHOE PACIIPE/IETICHUE YUCIEHHOCTEH OKa3bIBACTCS 3HAUYUTEIBHO CIOXKHEE,
YeM IpH MOCTOSHHOM MUTpPALMU WU JUISl CUCTEMbl WACHTUYHBIX 10 MPUCIOCOOICHHOCTAM
HOIY/IALUH, ONIMCBIBAEMBIX ypaBHEHUAMH (2.17).
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Puc. 8. I[IpocTpancTBeHHO-BpeMeHHasi AMHAMHKa cHcTeMbl (2.18) mpu ciaywaiiHOM OnyaaHun
ocobeit u (a—c) s;1 = s3 = 10, m = 0.9, (d—f) s1 = s3 =12, m = 0.9u so = 0.5, K = 1000.
(a, d) — lnarpamMmMa pacripeielicHusi TCHOTHIIOB M YHCICHHOCTEH (711 4€THOTO ce30Ha). (b—e) —

duHaNBHOE pacnpenencHue oomeld YucieHHocTe N (Z), 4acToT ¢,

N

1o KoJblieBoMy apeairy B ocnenuue 50 u 100 ce30HOB, COOTBETCTBEHHO. (c—f) —

(%)

W YHMCIICHHOCTEH T€HOTHUIIOB

Hrunamuka

4aCTOT '€HOTHUIIOB ¥ 001el uncneHHocTr Ha 40 u 34 y9acTke, COOTBETCTBEHHO.

Jl71s 3HAYeHuli IapaMeTPOB, UCIIOIb3YEMBIX Ha pUCYHKE 8, B cucteMe (2.17), onuceiBaromas
JMHAMUKY TTOJIHOCTBIO HICHTUYHBIX MOMYJISAIHHA, HaOIroqaeTcss KojaeOaHust C TIEPHUOAOM 2 TIPH

max(s;) = 10 u 4 npu max(s)

12 (2- m 4-uuki), a KOJUIEKTUBHAsI TMHAMHUKA OJIU3Ka K
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MOJHOM cuHXpoHu3auu. OHAKO ciydaiHble (IyKTyalul YUCICHHOCTEH, TaXke MPU HATMYUH
YEeTKOW TEHICHUUHU JUHAMUKU B BUJC IUKIJIOB, JCNAIOT HEBO3MOXXHBIM PEKUM IOTHON WIIH
JaXkKe 9aCTHYHOM CHMHXpOHHM3auuu B cucteme (2.18). M3 cnocoba renepanyun kod>pduimeHTon
MaTpHibl MUrpanuu M sCHO, 4TO 4YeM BBIIIE MAKCUMAaJIbHAs CHJIA CBSA3U M, TEM CHIIbHEE
GITyKTyalnu YUCIEHHOCTEH, a CHHXPOHHU3ALMs CTAHOBUTCS TPYAHO JOCTHXKUMOM. [Ipuuem 3to
HE 3aBHUCHT OT 3aKOHA pacupeJieleHus BeIUYMH |; ;. IlockonbKy IpH JI000M pacnpeneneHuu
(JTorHOpMaIbHOM, SKCTIOHEHIIMATBHOM MJIM PAaBHOMEPHOM) OyIyT BO3MOXHBI KaK MPEAEIEHO
BBICOKHE 3Ha4yeHUs KodPpQuuueHToB Murpanuu (L, ; — m), KOTOpbIe CHIBHO PacKa4MBarOT
3HAYCHMs YMCICHHOCTEH OT/IENBHBIX CyONOMyIANMH, TaK M Malble MX 3HAUYEHHS [L;; —
0, KOTOpble HE CHOCOOCTBYIOT CHHXPOHHU3ALMM M, NMPAKTUYECKH, HE BIMSIOT Ha W3MEHEHHUs
YHCICHHOCTEN. B pe3ynpraTte CHHXpOHHU3AIUS €CIIM U BO3MOXKHA, TO (POPMUPYEMBIE KIaCTEPhI
KOTEPEHTHBIX CyOMOMysIsIUi TOCTaTOYHO HEYCTOWYMBHI — CIyYailHO MEHSIOT CBOM pasmep H
pacnonoxenue Ha apeane (puc. 8).

H3MeHeHust B pa3Mepax KJIacTEpOB U UX JBU)KEHUE, BEpPOsiITHEE, OOBACHSAETCS HE TOJBKO
CJIy4aliHBIM XapaKTepOM MUTPALUH, HO U Ha4aJIbHOW HEOJHOPOIHOCThIO. [TocKoNbKy OT ce30Ha
K ce30Hy B marpuue )/ HabmomaeTrcs JOCTAaTOYHO ClIy4yalHOE uyepeloBaHME HarpaBlICHHUH
HauboJlee MHTEHCUBHBIX MHUIPALMOHHBIX IIOTOKOB ClIeBa Ha HPaBO (Miy1,; > Mi—1;) WIHK
crpaBa HalueBo (M;—1,; > TMi+1,). lIpy S = 1 B kaxkaoil HOBOW reHepauuu Marpuubl M
JUIS IByX CMEXHBIX CE30HOB JIOCTaTOYHO BEPOSTHO MOSBICHHE MOBTOPOB JUISI OTAENIBbHBIX
HOMEpPOB y4acTKOB. OJHAKO 3TH MOBTOPBI B LIEJOM CIIy4aliHbl U BEPOATHOCTb MOBTOpPA JUIS
Tpex u 0ojee C€30HOB McUe3aolle Maia. B pesynbrare TOJIBKO JHIIB CIy4yaiiHOe OmyXIaHue
oco0eil He crmocoOHO 3a/aTh MPeodaaaroIee HAlPaBICHUE JIBIKCHHS KIACTEPOB, KOTOPOE
COXPaHSAETCS B TEYCHUE COTEH IOKOJIIEHMH, a 3aTeM OHO MeHserca (puc. 8,a u 8,d). C npyroi
CTOPOHBI, B HauaJIbHBII MOMEHT BPEMEHH BCE€ CYOIOMYJSIIMHA T€HETHUECKA HEOITHOPOIHBI, U
pa3Hble TEHOTUIIbI OKa3bIBAIOT IPOTUBOIOIOKHOE BIMSHUE HAa POCT HOIYISLUU: TOMO3UIOTHI
YBEJIUUMBAIOT CKOPOCTh POCTa, FE€TEPO3UTOTHI, HAIIPOTUB, CHWXKAIOT. B pe3ynbrare HauanbHbIe
TEHJICHIIMM TUHAMUKHA Ha JUIMTEIIBHOE BpPEMs 3a[Jal0T HAIllPaBICHHUS MUKPOIBOIIOIHMOHHBIX
M3MEHEHUH, a TaKXKe BUJ INPOCTPAHCTBEHHOIO pacupeesieHus. bonbloe 4nuciao YMCcIeHHbIX
9KCIEPHUMEHTOB IPH OJMHAKOBBIX Ha4aJIbHBIX YCIOBUSX MMOJTBEPKIAET 3TO, KOT/Ia HAIpaBJIeHNE
JBUKEHUS KJIACTEPOB COXPAHSETCS B NEpPBHIE HECKOJIBKO COTEH CE30HOB IS Pa3HbIX cepuit
resepauuii Marpuuel M. OnHako B JajibHEHIIEM cilydaiiHass MMIpalusi BCE )K€ JTOBOJIBHO
HENPEICKa3yeMO MEHSIET CTPYKTYpY U pa3Mep KIacTepoB.

OnucaHHbBIN CIIOKHBIM XapaKTep MPOCTPaHCTBEHHO-BPEMEHHON AMHAMUKH YUCIIEHHOCTEH,
NOKAa3aHHBIM Ha PUCYHKE 8, HEM30EKHO pPACKaYMBAET 4acTOTHI TeHOTUIOB. Ilpm sToM st
KOTEPEHTHBIX CYOIONYJISIHIA B IEHTpe KiIacTepa oTHomenue ynciennocteit N 1) / N Gmmxke
K 1, yeM 171 pacnojOKeHHbIX Ha rpaHune. s AByX CMEXHBIX CyOmOmyssiuuil U3 pa3HbIX
KJIaCTEPOB TO OTHOLIEHHE HEM30eKHO (IyKTyHpyeT OT MaibIX (<K 1) 10 60ibIINX 3HaUCHUH
(> 1). B pesynbrare 4acTOTHl TEHOTUIIOB JIOCTATOYHO HEPETYISAPHBI IPU MEPEX0Jie OT OAHOTO
KJIaCTePa KOTEPEHTHEIX CyOnomysauuii kK Apyromy (puc. 8,b u 8,e). OqHako Bce ke HET IOTHOTO
COOTBETCTBHSI MEX/1y PAcOIOKEHUEM U pa3MEpOM KJIACTEPOB C CUHXPOHHON YUCIEHHOCTHIO
U KIACTEPOB T'EHETUYECKH OJHOPOAHBIX rpynm ocobed (puc. 8,a u  8,d). Ilockombky
HECOITIaCOBAHHOCTb JIMHAMHMKH YHCIEHHOCTH Ha CMEXHBIX Y4aCTKaX MOXKET BOSHUKHYTH yXkKe
HoCJIe OKOHYATeJIbHOro (hOPMHUPOBaHUsA I'€HETHYeCKod cTpykrypel. Ha pucynke 8,b BuaHo,
YTO B LIEHTpE KjacTepa ¢ TOMO3UIOTaMU 4acTOTa JOCTUraeT MakcuMyma (q; Wiu g3 — 1) u
pacceiieHue 0codel co CMEXHbBIX Y4aCTKOB, IJIe AaHAJIOTUYHAs TeHETUYECKasi CTPYKTYpa, HUKaK
HE MOKET M3MEHHTh ee, Jaxe eClu oTHomeHus uuciaennocteit N0+ /NG doykrynpyror
J0CTAaTOYHO CHIIbHO. [To3TOMY rpyIna reHeTH4eCcKH OJJHOPOAHBIX CyOMOMyIsIMNA MOXKET ObITh
J0CTATOYHO HEOAHOPOJHOM IO XapaKTepy JMHAMUKHU YUCICHHOCTHU U CTETIEHU CHHXPOHU3ALIUH.
ConocraBuB auarpaMMy 49acTOT M YMCIEHHOCTEH Ha PUCYyHKaX 8,a M 8,0 MOXHO 3aMETUTE,
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YTO pacrpeieeHue MaKCUMYMOB (CBETJIbIE TOYKH) U MUHUMYMOB (TEMHBIE TOUKH) HACEJICHUS
JIMILb YACTUYHO COBIAJAET C paclpeieseHUeM ITeHOTUIIOB. B 1aHHOM ciiyyae Ha quarpammax
YHCJIEHHOCTEN MTPUBEIEHBI 3HAYEHUS TOJIBKO IS YETHBIX HOMEPOB CE30HOB 2¢. /Iy HeUeTHBIX
HOMEPOB 2t + 1 pacnpeesieHne YUCICHHOCTEN SBIISETCSI HETaTUBHBIM €0 OTPaKCHUEM.

Bmecre ¢ TeM, kKak M B NIpOIIIBIX IpUMepax (puc. 6—7) npu nepexozie Mexy KiaacTepaMu
C MPOTUBOMOJIOKHBIMU F€HOTUIIAMH HEM30€XHO 00pa3yroTCsi 30HbI THOPUIN3AIMY — YYaCTKU
apeana, IJie 3a CYET MUTPALMH TOJJICPKUBACTCS HEHyJeBas 4actora rerepo3uror Aa. Ha
pucyHnkax 8,b u 8,e cepblM LIBETOM BBLIEICHBI TAKAE 30HEI, B KOTOPBIX 4aCTOTA I'E€TEPO3ZUTOT
JIOBOJIBHO HENOCTOSIHHAS, a obmas yncnennocts N u uncnennocts reHoTHIOB N ,gi) UMeeT
OTJIMYHBIN OT JPYIMX YYACTKOB XapaKTep IMHAMUKU. Takoe MoBeIeHUE MPOUCXOIUT U3-3a TOTO,
YTO B 3TOW 30HE MOJUMOP(HBIE 110 CTPYKTYpe CyONOIMyIsIliiY, OYEBUIAHO (TIPH Sg < S U Sy <
S3), UMEIOT 00Jiee HU3KHUE PENPOTYyKTUBHBIE BO3MOXKHOCTSIMHU, U TIO3TOMY pa3Max KojeOaHuid
UX YHUCICHHOCTEH MeHee BbIpakeHHbIM. OHAKO 3a CYeT B3aUMOJECHCTBHS C OKPY)KAIOIIUMU
KPYIHBIMM KJIACTEPAMH XAPAaKTEep IMHAMHUKHU YUCIEHHOCTH B 3TOM 30HE OKa3bIBAECTCS MEHEe
cornacoBaHHbIM. [lo 3TON mpuuMHE pacmojoXkeHHe MNOIUMOPGHOU TPYIIBl OyAeT TOYHO
COOTBETCTBOBATh I'PAHMUIIE KJIACTEPA KOT€PEHTHBIX CYOTIOMYISAIHIA, a UX COBMECTHOE JABHKCHHE
no apeaiy OyzneT cornacoBaHHbIM. OOpaTHO, Kak YK€ OTMEUEHO, HE BCETla BEPHO —
IpU TepexoJe MeXIy KilacTepaMd CHHXPOHHBIX MOMYJALUNH C MaKCHMaJbHON CTENEHBIO
MOHOMOp(hHU3Ma yke He BO3MOXHa ObIcTpasi cMeHa TeHOTUroB. OJHAKO, KaKk TOKa3aHO B
npuMepax Ha pHCyHKax 8,c M 8.f, Takas CMeHa TI€HOTHUIIOB MOXET IPOM30MTH 3a CYET
MEIJICHHOTO ABMKEHMS 30H THOPHUIN3AIIMH WIIM UX TOTEHIMAIbHOTO pacirpenus. Ha otnensHo
B3SITBIX Y4aCTKaX 4aCTOTHI MOTYT AOCTAaTOYHO OBICTPO, HO JOBOJIBHO HEMPEACKA3yeMO CMEHSTh
ApyT apyra. Jjas AeMOHCTpalMu 5TOTO Ha pucyHKax &8,c u 8,/ mpuBeneHa JUMHAMHUKA 9aCTOT
U yucieHHocred st ¢ = 40 m 34, KOTOpasi MOKa3bIBAET, YTO JJISI HEKOTOPBIX YYACTKOB
PacmoiI0KEeHHBIX OTHOCUTENBHO OIM3KO K TPaHMIIE KJIACTEpa MOKET IMPOUCXOAUTH YacTasi CMEHa
JOMUHHUPYIOUIUX T€HOTUIIOB, COMPOBOXKAAeMasl ONpPENEICHHbIMH W3MEHEHUSIMU JIUHAMHKU
qHcaeHHoCcTel. PaccMoTpy MX HEeMHOTO oapoOHee.

Kak ormedeHo npu cirygailHOM MUTpalvy JUHAMUKA 3HAYUTENIBHO 3aulyieHa. B pesynsrare
Ha COOTBETCTBYIOMHX (hazoBbix moprperax (mmockocts (N NU) um (N (¢), NO(t + 1))
3HAYEeHUS YHCIEHHOCTEH CMEKHBIX CyOmomyisiiuii o0pa3yroT ABa uian Oojee objaka TOuek ¢
OTIpE/ICTICHHBIM TOPSAKOM Iepexoa MOJECIbHON TpaeKTopuu Mexay HuMH. [Ipu HeGombIoit
MaKCHMAaJIbHOM CHUJI€ CBSI3H 11 YUCIIEHHOCTD B YETHBIE CE30HBI (1) MPUHUMAET 3HaUeHUs OIU3KHe
K MUHUMAaJIbHBIM WJIM MAaKCUMaJbHBIM; B HEUETHbIE (2 + 1) — MPOTUBONONOKHbIE 3HAYECHHUS.
OnHaKo C pOCTOM CHJIBI CBSI3U IIOPSA0K IIEPEXOA0B MEX 1Y ABYMS KpaltHUMU 3HAYEHUSIMU MOYKET
HapyIIaThCs, YTO COMPOBOXKAAETCS TpaHCPOpMaLMel KIIaCTEPOB CHHXPOHHBIX CYOTOMYJISIIHIA.
Hanpumep, Ha pucynke 8,/ 3TO NPOMCXOMUT IBaXK[bl, a Ha PHCyHKe 8,c OoJblIee YUCIO
pa3. [IpuueM 3T0 cMeHa, Ha MEPBBIM B3MIAL, HE CBsI3aHA CO CMEHOW I'eHOTUIIOB. B mepBoMm
npumepe (puc. 8,c) 3TO NPOUCXOAUT Ul IOJHOCTHIO MOHOMOpPGHON cybnomynsmuu. Bo
BTOPOM (pHcC. 8,/), HAIIPOTUB, MHOTOKpATHAsl CMEHA T'€HOTUIIOB HA YYacTKE JIMIIb HEMHOIO
MEHSIeT MaKCUMaJIbHbIE 3HAUE€HUsI YUCIEHHOCTEH B yeTHbIE ce30HbI. 1o Bceil BuaAMMocCTH, 3TO
CBSI3aHO C TeM OOCTOSTENLCTBOM, YTO B MIEPBOM MPUMEPE KIACTEPbl CUHXPOHHBIX MOMYISIUI
HEMOCTOSHHBI B CBOEM DAacCIONIOKEHMH M pasMepe. Ha nuarpamme umciennocreit (puc. 8,a)
MOKHO YBHJIETh, YTO PACIOJIOKEHHUE KIACTEPOB CUHXPOHHBIX IPYII 0cO0EH NMpaKTUUYECKH HE
COBIAJIAET C IPyNIaMy F€HETUYECKHU OJHOPOJHBIX cyOmnomynsuuil. bonee Toro, /s 4eTHBIX
CE30HOB (2t) pacroyio)keHHe yYacTKOB C MAaKCHUMAaJIbHOM YHMCIEHHOCTHbIO HEMOCTOSIHHO. Bo
BTOPOM IIPUMEPE KIJIACTEPHI M0 XapaKTepy CUHXPOHU3ALUH U TEHETUYECKOU CTPYKTYPE B LIEJIOM
cxoxu (puc. 8,d). Hapymenue nopsjaka nepexoja mpouCXOJHT JIMIIb JUIs y4aCTKOB OJIM3KHX K
IpaHuLE KacTepa.
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BbIBO/1bI

B crarpe npemiokeHa M McciaenoBaHa MaTeMaTHYecKas MOJENb IMHAMUKHA YUCIEHHOCTH
U TEHETHMYECKOM CTPYKTYpbl B CHUCTEME MUIPALMOHHO CBS3aHHBIX JIMMHUTHPOBAHHBIX
MOMYJIAUUN (METaNoMy/sALMN) IOJBUKHBIX OPraHU3MOB, IPOXKHUBAIOIIMX HAa OJHOMEPHOM
KOJIBLIEBOM apeaie. [Ipy 10CcTaTouHo MpOCThIX MPEAIONOKEHU MOJEIb IT03BOJISET ONMCHIBAThH
HEKOTOPBIE MEXaHU3Mbl BOSHUKHOBEHUS M COXPAHEHUS Ha OTHOPOJHOM apeasie CyIleCTBEHHBIX
TEHEeTHUYECKUX pa3auuuil (IepBUYHOM TIE€HETHYECKOH IUBEPreHIMH), COIMPOBOXKIAEMBIX
HEOJHOPOAHOCTBIO B 4YacTOTax TIEHOTUIIOB M YHMCIEHHOCTAX. OTa HEOJHOPOAHOCTH
3aKITIOYAETCS B TOM, 4TO (POPMUPYETCSA HECKOIBKUX OOJIBIINX IPYII T€HETUYECKH OIHOPOTHBIX
CyOTIOMyNSIMA — KJIaCTepOB, MPUYEM CaMHU KJIACTEPHl Pa3IMYarOTCSd TEHETUYECKH, a MEXIY
KJIacTepaMu pacrojaraercsi HeOOJbIIOe YHUCIO MOIUMOPQHBIX CyONmOmyasiuui, e aKTUBHO
uaer rubpunmzanys. Pasnuuue B IeHETHUECKOH CTPYKType HEHU30€KHO COIPOBOXKIACTCS
HEOAHOPOAHOCTBIO B paclpeieIeHMH YUCIEHHOCTEW. B 3aBUCMMOCTH OT XapakTepa MUTpaluu
pacIooKeHHEe TEeHEeTHMYECKHM OJHOPOAHBIX KiacTepoB OyneT aubo (uKCHpoBaHO (IIpH
MOCTOSIHHOW MWTpAIff), OO0 KiIacTephl OyIyT ONpeAeTIeHHbBIM 00pa3oM MepeMeniaThes Mo
apeany (pu ciydailHOM Oy XITaHHH).

[Ipy mOCTOSIHHOM MHUTpaluu CyONMOMyNsAlM Ha CMEXHBIX y4acTKax CBS3aHbI MPUMEPHO
oquHakoBo. Cuila CBA3M OKa3bplBAE€T BIUSHUE HA 4YacTOThl I'€HOTUIIOB, M 3aBUCUT TOJIBKO
OT COOTHOIIEHHUS YHCICHHOCTEH: y4YacTKa, OTKyAa HalpaBlIeH IIOTOK MHUIPAaHTOB, U
IIPUHUMAIOLIETO y4yacTKa. B 3ToM ciyuyae cumMMmeTpuyHass MUrpanus Bcerja CTPEMHUTCS
CITIAIUTh Pa3jIn4yus B JUHAMUKH YHCIEHHOCTH M 4dacToTax. [Ipym 1ocTarouyHO CHIIBHOM CBSA3H
BCE CyOIOMyJISIUU CO BPEMEHEM OKAa3bIBAIOTCS CUHXPOHHBIMU, JINOO BO3HUKAET JBa OOJBIINX
Kjactepa. B pesynabrare COOTHOIIEHMSI YMCICHHOCTEW Ha JIIOOBIX CMEXHBIX Y4acTKax co
BPEMEHEM CTPEMSITCS K 1, ¥ 1711 4acTOT T€HOTUIIOB CBSI3b TAK)KE OKA3bIBAETCS CUMMETPUYHOM.
ITo3TOMY HEOZHOPOIHOCTH B 4aCTOTAX CO BPEMEHEM TaKKe Criiakusaercs. [1o Bcelt BunuMocTu,
MMEHHO MO3TOMY IPH ITOCTOSHHOM MHUIPAallMM Ha JUarpaMme MpOCTPAHCTBEHHO-BPEMEHHOMU
JUHAMUKH KJIACTEPbl UMEIOT BUJ CTATHYHBIX ITOJIOC.

IIpu cnyvaiiHOM MMIpalM YHCIO OCOOEH, MOKHMIAIOIIMX JIOKAJIBHYIO MOMYJIALHUIO
(3MUTpaHThI), HEMpeIcKasyeMbIM o0pa3oM MeHsercs. [losToMy H3HA4aIbHO HEKOTOpHIE
YUYaCTKH apeaja CBsi3aHbl ciadee, 4eM JIpyrue, 1 BOSHUKACT Pa3HOHAINPABICHHbIE HAPaBICHHS
JBUKEHUS 0CO0€H, KOTOpbIE MEHSIOTCS OT OJHOIO IOKOJIEHHS K JAPYroMy. JTO YCIOKHSET
CUHXPOHU3ALMIO JUHAMUKHA YUCICHHOCTH M YIJIUHSET BpeMs €€ TOCTHXKEHMS. B cuimy atoro
HalpaBJIeHHE [BW)KEHHsI KJIACTEPOB MOIMMOP(HBIX M MOHOMOP(HBIX CyONOMmyJsLMid IO
apeaiy, 10 BC€il BUIMMOCTH, CBSI3aHO C HAYaJIbHOH HEOIHOPOAHOCTHIO. [IpH M060M Xapakrep
CBsI3U (IIOCTOSIHHBIA MJIM CIIyYalHbIH) MOTOK T€HOB M3 MHOTOYMCICHHOW CyOIOMyssiuu
BBIIIIE, YEM U3 MaJIOYMCIEHHOW. BmecTe ¢ TeM npH MOCTOSHHOM MUTpanuu H3 JIH00ro
ydacTKa paBHOE 4YHCJIO O0co0eil mepeMelaeTcsl BieBO U BIpaBo. [loaToMy mpu orcyTcTBUU
npouux (aKTOPOB CO BPEMEHEM pa3JIMYMsl YHUCICHHOCTEH M T€HOTHUIIOB CIVIAJATCS, U BECh
apean Oyner 3aceieH paBHOMepHO. Ilpu ciydaiiHOW >Xe MHIpalud 4YHCIO MHUIPAHTOB
HEPABHOE B IIPOTHBOIIOJIOKHBIX HAlpaBICHUAX, WM HAIpPaBIEHUE [BWKECHHUS KIacTepa,
33JJaHHOE€ Ha4YaJIbHBIMM YCJIOBMSIMM, CIIOCOOHO COXpaHAThCSA JOCTaToyHO joiaro. M3-3a
B3aUMOJICHCTBHS JIBHKYIIMXCS KJIACTEPOB, PAa3JIMYAIOIINUXCS TEHETUYECKOW CTPYKTYpPOH,
TEHOTHUIIBl CMEHSIOT Jpyr JApyra Ha (QUKCHPOBAHHOM YYacCTKE, PACIIOJIOKEHHOM MEXKIY
KJIaCT€pPaMH, 4TO COIPOBOXKIAETCS POCTOM HOIMMOpU3Ma U CMEHOH Xapakrepa JAWHAMHMKH
YHUCJIEHHOCTH.

Pabora BhIMONHEHAa B paMKaxX TOCYJapCTBEHHOTO 3aqaHusi MHCTUTyTa KOMIUIEKCHOTO aHaIHM3a
peruoHansHEIX ipoosem JIBO PAH.
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MATHEMATICAL MODELING

Primary Genetic Divergence in a System of Limited

Population Coupled By Migration in a Ring Habitat

Matvey Kulakov, Efim Ya. Frisman

Institute for Complex Analysis of Regional Problems of the Russian Academy of Sciences, Far
Eastern Branch, Birobidzhan, Russia

Abstract. The paper is devoted to the study of conditions and mechanisms leading
to genetic divergence in a system of panmictic populations coupled by migration.
We propose a discrete-time model of the dynamics of abundance and genotype
frequencies in a system consisting of such populations that inhabit a homogeneous
ring-shaped area. The model describes natural selection acting on a single locus that
is the same in all populations, as well as density-dependent factors described by
the Ricker stock-recruitment model. The model consists of two layers of coupled
maps (ensembles). The first layer describes the dynamics of population size for
coupled subpopulations, with growth rates depending on the frequency of genotypes
in each local site. The second layer describes changes in genotype frequencies,
assuming that migratory gene flow depends on the ratio of abundances between the
coupled populations. In this case, the gene flow into a subpopulation is stronger
if the subpopulation from which migrants originate is more numerous (or if the
receiving subpopulation is less numerous). We demonstrate that, with disruptive
(diversifying) selection directed against heterozygotes, primary genetic divergence
occurs depending on the initial conditions and persists indefinitely, resulting in
a heterogeneous spatial distribution of individuals within the population range. It
is shown that groups of monomorphic populations (clusters), where homozygotes
predominate, are formed in the spatial distribution. It is shown that adjacent groups
of monomorphic populations in which homozygotes predominant and form clusters
in spatial distribution. Between these clusters with opposite genetic forms (alleles),
there are small polymorphic groups whose presence is maintained by migration from
neighboring sites and by hybridization. With constant migration, such groups persist
for long periods of time. When individuals wander randomly, they form waves
with a long period. We show that genetic divergence is accompanied by emerging
significant differences in abundance and patterns of dynamics in different parts of
the range (synchronous clusters).

Key words: metapopulation, genetic divergence, migration, spatio-temporal dynamics,
synchronization, clustering.
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