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HccnenoBana coBmecTHasi AMHaAMUKa nonysiuit opycHuku (Vaccinium vitis-idaea) v uepnuxu (V. myrtil-
lus) B 3am1OBEIHOM CyXOM COCHSIKE-3eJIEHOMOIITHUKE (30Ha CMEIIaHHBIX JIECOB) HAa CPEAHMX U ITIO3IHUX CTa-
IUSIX TIOCJIeTIOKapHOi cykiieccrur. OCOOGEHHOCTSIMU TTOJIEBOTO AKCIIEPUMEHTA SIBJISTUCH: TIEPHOJ HAOII0-
IeHuit B 25 jieT, 00JIblIoil 00beM BHIOOPKM Ha MOCTOSIHHBIX TPAaHCEKTaX, MHTEPBaJl YYeTOB — 5 JIET, y4eT
BCTpedyaeMOCTH BUIOB Ha Iuromankax 0.2 X 0.2 M. B kauecTtBe Moneau HaOmomaeMoil IMHAMUKYI IPEIjIo-
JKeHa TUCKpeTHasi MapKOBCKasl 1IeTTh U3 YEThIPEeX COCTOSTHUI: OTCYTCTBUE ABYX BUAOB Ha IJIOIIAAKE, TTPU-
CYTCTBME TOJIbKO OPYCHUKHU, TPHUCYTCTBUE TOJHKO YePHUKH, COBMECTHOE TIPUCYTCTBUE BUIOB. YCTaHOBJIE-
HO, YTO Ha KaXkKIOM MHTePBaJie YIYETOB B COCHSIKE-3€JIEHOMOIITHUKE PEIM3YIOTCS BCe BO3MOXKHBIE TIEPEX0-
IIbl MEXIy COCTOSTHUSIMM, YTO JaeT MOJIHBIN oprpad ienu. YacroTra rmepexomnoB U3 OJHOTO COCTOSTHUS B
NIPYroe BapbUpyeT MEXAY MHTEpBaJlaMU HAOIIONeHW, OJHAKO MIJISI MACCOBBIX BAPUAHTOB Iepexoa pacyeT
kputepust ManTensi—XeH3ess okKas3aa OJHOPOIHOCTb BBIOOPOK, YTO MO3BOJIWJIO TTEPEUTH OT OCPETHEHUS
MepeXOHBIX MAaTPUIL K OCPEIHEHUIO BeposiTHOCTe . [TokazaHo, UTO i TpeX COCTOSIHUI 1IETNU CYIIECTBYET
OIHOHAMpaBJICHHBI! TPEH/I U3MEHEHNI BO BpeMEHU: IIEPMaHEeHTHO BO3pacTaeT J0JIsl TUIOIIAI0K TOJIbKO C
YEepPHUKOM U MOJIS TIONIAA0K C ABYMSI BUJAMM, YOBIBAeT AOJIS IJIOMIAA0K C OTCYTCTBUEM NaHHBIX BUIOB.
YeTBepToe cocTosiHuE (TIIOIAIKH TOJIBLKO ¢ OpYCHUKOI ) UMeeT JIOKAJIbHBIM MAaKCUMYM Ha CPETHUX CTaIU-
SIX CYKIIECCHU, TTOCTIe YETO ero N0JIs CHUXkaeTcsl. CTalluOHApHBIM Pe3yJIbTaTOM TUHAMMUKU OKUIAETCsI pac-
TIpe/ieJieHre TUIOMIANO0K 0 COCTOSTHUSIM, Tae 29.1% TU10IanoK 3aHsITO TOJIBKO YepHUKOM, 15.2% — ToJbKO
6pycHuKoi, Ha 44.4% 1uIOIIAanOK OYIyT MIPUCYTCTBOBATh 00a BUaa, a 11.3% rurtomamok OymayT He3aHSThI.
PesynbTaThl moATBEpKAalOT BO3MOXHOCTb YCTOMUYMBOTO COCYIIECTBOBAHUSI YEPHUKU U OPYCHUKHU Ha 3a-
KJTIOYMTEbHBIX CTaIMsIX cykKieccuu. OnurcaHbl HECKOIBKO CTaIUl CYKIIECCUM: CHayala — ¢ MaJIbIM y4Ja-
CTHEM KYCTapHUYKOB, 3aTeM — C IpeodiiamaHrueM OpYCHUKM U HaKOHEl — C JTOMUHUPOBaHUEM YePHUKU
(x0T mpeobiianaloT IUIOIIAAKM, TAe 00a BUIa IMIPOon3pacTaloT coBMecTHO). [lomydeHHbIe pe3yabTaThl IO3-
BOJISIIOT OLIEHUTh OOIIYIO TPOJOIXKUTEIBHOCTh MOCJEIOXAPHON CYKIIECCUU B CYXOM COCHSIKE-3€JI€HO-
MOIIIHMKE B 30HE CMellIaHHbIX JiecoB B 140 nieT (C OCTUXKEHUEM COCTOSTHUS, OTJIMYHOTO OT CTAllMOHAPHOTO
MeHee 4eM Ha 5%). C Mo3uIii JJECHO THITOJIOTHUH, Pe3yIbTaT MOAEIUPOBAHUS O3HAYaeT MTOCTEIIEHHOE
MpeBpalleHNe COCHsIKA JIMIIAaHUKOBO-3eJICHOMOIITHOTO B COCHSIK YepPHUYHO-OPYCHUYHBIN U Jajee — B
COCHSIK OpPYCHUYHO-YEePHUYHBIM.

DOI: 10.31857/50044459620040053

CocHoOBBIE Jleca Ha OeOHBIX U APEHUPOBAHHBIX
MecyaHbIX MoYBax (Tak Ha3bIBaeMble OOPOBBIC COC-
HSIKM) — IIUPOKO PaCHpPOCTPAHEHHBI TUI COOO-
IeCcTB 30HbI OopeanbHBbIX jJecoB (Hytteborn et al.,
2005; Peicun, CaBenbeBa, 2008). B nenTpe Pycckoii
pPaBHUHBI TaKHe Jieca OCOOEHHO YacTO BCTPEUYAIOTCS
10 TTOBBIIIICHHEBIM 3JIeMEHTaM pelibeda Ha TePPUTO-
pun (QIIOBUOTISINAIBHBIX PaBHUH — B Memépe n
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BepxueBomkckoit HusMmeHHoctu (KypHaes, 1969;
Orypeesa u 1p., 1996).

CyKIlIeCCHOHHBIE CTaIUM ITOCAEHOXKAPHON T1HA-
MUKHU B TAKMX COCHSIKAX TOBOJBHO MOAPOOHO U3yYye-
HEI B Jlecax ceBepHOil u cpenHeil Taiiru (I'opIIKoB,
1995; MnatoB u ap., 1995; CamoitnoB, Mnaros, 1995;
Kynemosa u ap., 1996; Hautala et al., 2005), Torma
KaK IOJOOHBIX pabOoT IT0 COCHSIKAM B I0XKHOI Taiire u
B 30HE CMEIIAaHHBIX JiIecoB ouyeHb Mao (KopoTkos,
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2002; Macmos, 2002). Ha paHHuX cTagusix IMOCIeIo-
JKapHOM CyKIIECCUU B OOPOBBIX COCHsIKaxX MpeoodJia-
JIaI0T JTUIIAWHUKM, 3aTEM UM Ha CMEHY IIPUXOJIST 3¢-
nensle mxu (Pleurozium schreberi, Bunsl p. Dicranum),
Ha OoJiee MO3THUX CTAIUAX IIpeodiIamaloT KycTap-
HUYKU — OpycHuKa (Vaccinium vitis-idaea), yepHuka
(V. myrtillus) n (Tonpko Ha CeBepe) BopoHUKa (Em-
petrum nigrum). OTHAKO COOTHOIIIEHHE BMUAOB KY-
CTAapHUYKOB B XOJIe CYKIIECCUH 1 B €€ 3aBepIlIaolIeii
¢daze Mo cux Mmop sABISIeTCS HEM3YyYeHHBIM. JncKyc-
CUOHHBIM, B YaCTHOCTHM, OCTAeTCSl BOIPOC, BO3MO-
KEeH JI1 mepexod cooOIecTBa U3 TUMA Jeca “COCHSIK
JIMIIIAaHUKOBO-3€JICHOMOIIIHBIN” B THUII Jieca “coc-
HSIK OpyCHUYHO-YepHUYHBIN” (Macios, 2002).

Panee 6bu1a MocTpoeHa MapKOBCKasi MOJIEJIb COB-
MECTHOM TMHAMUKU MOITY/ISIINIA OPYCHUKY 1 YepHU-
KM B XOHAE ITOCJIETIOKAPHOM CYKIIECCMM Ha IIpUMEpe
CBIPOIo COCHsIKa-noJiroMolrHrnka (Macios, JIoroger,
2016; Logofet, Maslov, 2019). Moaens Iokasaja, 4To B
XOJIe CYKIIECCUHU Ha IMO3IHMX CTAIMSIX 3aMETHO CHU-
JKaeTcsl MOJIsl TUIOLIAZOK TOJIBKO C OpPYCHMKOI, HO
BO3pacTaeT JI0JIS IUIOIIAI0K, Tae 00a BUIa IIpon3pac-
TaloT coBMecTHO. OcTaBaIoCh HESICHBIM, XapaKTepeH
JIM JAHHBIM TUII AUHAMUKHU TOJIBKO IJISI OZHOTO
(CpaBHUTEJILHO PEIKOI0) THUIA ChIPHIX COCHIKOB WJIN
Xe HJAaHHBIA TUN OTHOLUEHUII MeXAy YEepHUKOU U
OpYCHUKOM HOCUT YHUBEpCAJIbHBII XapaKTep U Xa-
PaKTEepeH IJIsI COCHSIKOB pa3HbIX TUITOB. JJIsI HACTOSI-
IEr0 MCCAeIOBAaHMS B3ST PacCIPOCTPAHEHHBIM U
CPaBHUTEJIBHO XOPOILO U3BECTHBIN 3€JI€HOMOILHbIM
TUIT OOPOBBIX COCHSIKOB. MeTOIbl MOJIEBbIX HAOJIIO-
JIEHUI, PEeTYJISIPHOCTh U IPOAOKUTEIILHOCTh YIETOB
3[eCh IMOJHOCThIO COOTBETCTBYIOT ITOAXOJAaM, OIM-
CaHHBLIM paHee, YTO O0JIer4aeT COIIOCTaBJICHUE pe-
3yJIbTATOB, IOJYYCHHEBIX B IByX COOOIIECTBAX.

Hapsiny ¢ KonmmyecTBeHHOM OIIEHKOI XapaKTepHu-
CTUK YyCTOW4YMBOro ((prMHAJIBHOTO) COCTOSIHUS TOITY-
JISILIMIA YEPHUKU U OPYCHUKHU OOJIBIION MHTEpeC IS
Teopuu (BUTOLIEHOJIOTUU MPEICTABIISIET BOIPOC OLIEH-
K CKOPOCTH mocjienoxapHoii cykueccuu. Hakonerr,
B METOIMYECKOM ILUIaHE IMO-TMPEeXKHEMY aKTyaTbHbIM
OCTaeTcsi BOINPOC OCPEAHEHUSI JAaHHBIX O Mepexoaax
MEXIy pa3IMYHbIMU COCTOSTHUSIMU MapKOBCKOM 1IeTT1
B TOM cJly4yae, KoTaa B IIpUpo/ie ObUI IIPOBEICH Psill pe-
TYJISIDHBIX YUYETOB.

B npenpinyieit padote (Jloroger, Macios, 2018)
Mbl yKa3ajiu, YTO IIaBHOM MPUUYMHON HEeu30eKHBIX
pa3INYMii TIEPEXOIHBIX MATPHUILIL SIBJISIIOTCS (DIIYKTya-
LI YUCIICHHOCTH IT00ETOB M3y4yaeMbIX BUIOB — KakK
B pe3yJibTaTe BO3ASUCTBUS IMTOTOAHBIX (DAKTOPOB, TaK
U BCJIENCTBUE HApYIIEHUI pa3IMYHOTO pOaa, BKITIO-
yas Bo3aeiicTeue purodaron. [IpmHNMAas TUIIOTE3Y O
CAVMQUHOU U3MeH4U8oCmy MAaTPUILl, Mbl TIepelIn K
BOITIPOCY 00 ycpedHnenHoi mMampuye VU TEXHOJIOTUU ee
noctpoeHust. ComlacHO KOHLEIUWU CHMPYKMYPHO-
2eoMempu1ecKoeo CpeIHero HeoTpUlaTeIbHbIX MaT-
pun (Logofet, 2018), cpenHsst riepexomHasi MaTpuiia
MapKOBCKOM 1Ieny ObLIa IoJlydeHa ITyTeM HU3BJieue-
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HUSI MATPUYHOTO KOPHS S5-I CTETIeHU U3 IIPOU3BEIe-
Hus 1atTu ucxomHbix Matpull (Logofet, Maslov,
2019).

ITpu Bceit MaTeMaTU4YECKOM 2JIeTAaHTHOCTHU TaKOu
MOAXOJ HE JUIIECH W OIpeAeeHHBIX HEJOCTAaTKOB.
Bo-nepBbiX, reoMeTpuyeckKoe OCpeaHEHUE MaTpuil
orepypyeT MaTpyLiaMU KakK Yea0CmHbIMU CYIITHOCTSIMU,
TOrIa Kak KOHKPETHBIE MEPEXO/Ibl U3 OHOTO COCTOSI -
HUS B IPYTO€ UMEIOT XapaKTEP 0MOeabHbIX CITyYaiHbIX
CcoObITHI. BO-BTOPBIX, OCpETHEHUE MEPEXOAHBIX MaT-
pul TipeanoiaraeT paboTy ¢ BBIOOPKOW, YMCIIO M0~
11aJI0K B KOTOPO HEM3MEHHO U COXPaHSIETCS B KaX-
nom yuete. Takoe kecTKoe TpeOoBaHME MPUBOIUT K
HEOOXOINMMOCTH MCKITIOYEHUST U3 UTOTOBOI BBIOOPKH
BCE HOBBIX M HOBBIX IUIONIAJ0K Ha KaXIIOM Ilare rno-
BTOPHBIX YYETOB U3-3a MOSIBJICHUS BajiexKa Ha pa3HbIX
TUIOIIAKAX B pa3HbIX yueTaxX. B-TpeTbux, reoMeTpu-
YEeCKOE OCpelHEeHWE MaTpull TpeOyeT HeTpUBUAJIb-
HBbIX MaTeMaTUYeCKUX oIepaluii Mo U3BJICYEHUIO
MaTpUYIHOrO KOPHS cTereHu k, rae kK — 4ucio I10-
BTOPHBIX y4eTOB. C pOCTOM k CIIOKHOCTb TaKOM 3a1a-
4yu Bce Oosiee Bo3pacTaer.

B Hacrosiiieii padote Mbl MpeajiaraeM OT OCpeli-
HEHUS mMampuy TEPENTH K OCPETHEHUIO 8epOSMHO-
cmeli Iepexojia U3 OHOTO COCTOSIHUS B IpYyToe, UYTO
COOTBETCTBYET BEPOSITHOCTHOMY IMOAXOMY K OLIEHKE
CIyJaliHBIX cOOBITUI. Takoe pelieHue IO3BOJISICT,
BO-MEPBBIX, OTAEIBHO pabOTaTh C KOHKPETHBIMHU TIe-
pexonaMu (MCTOJIb3ysl METOIbl CTATUCTUKHU ), HE Tpe-
OyeT, BO-BTOPbIX, HAJTUUUS OAHOTO U TOTO e YMcia
TUIONIAZ0K B KaXJOM yueTe (UTO COXpaHsIeT MaKCHu-
MaJbHO BO3MOXHOE YMCJO TUIOLIANOK Ha KaXIoM
11are y4eToB), U B-TPETbUX, HEe TPeOyeT U3BICUCHUS
KOpHSI U3 MaTpMll, YTO MO3BOJSET JeJiaTh pacyeThl
Monenau B rmporpamme MS Excel.

Ilenb HacTosIIEl pabOThl — aHAJIU3 COBMECTHOM
JIUHAMUKU TIOMYJISUMA OPYCHUKM M YEPHUKM Ha
CPEIHUX U TIO3JHUX CTaAUsIX MOCJENOXapHOH CyK-
LIECCUU B TUITUYHOM OOPOBOM COCHSIKE-3€JIEHOMOIII-
HUKE TIPY TTOMOILY OTHOPOIHOM (BO BpeMEeHU) Map-
KOBCKO Moaenu. B 3anaun paGoThl BXOAUIN: KOJIU-
YyeCTBEHHasl OlleHKa CTallMOHApHOTO ((pMHAJIBHOTO)
pacripenieJieHUs1 BEpOSITHOCTEM COCTOSIHWM, OlleHKa
cpenHeill IIUTENbHOCTU CTaAUMM M XapaKTEePUCTUK
LUKJIUYHOCTU. B MeTomuyeckom miaHe Ipy MoCTpo-
€HUU YCPEAHEHHOM MOJIEJIN 110 HECKOJIbKUM UHTEP-
BaJlaM HaOJIIOICHUI TIpeiiaraeTcsl BMECTO OCPEIHEHMS
marpuil (Jloroger, Macmos, 2018) mcnoiib3oBaTh
ocpelHeHre BeposTHocTell mepexona. buonoruye-
cKasi UHTepIpeTalus pe3yjabTaTOB MOJEIMPOBAHUS
JIOJDKHA OTBETUTh HA BOMPOCHI O COOTHOIIEHUU
YUCJIEHHOCTHU TIOTYISIUUI OPYCHUKY U YePHUKU Ha
pPa3HbBIX CTaAUSIX CYKIIECCUU, BKJIHOUAsI BOTIPOC O TTO-
TEHIMAJIbHOM KOHKYPEHTHOM BBITECHEHWUU OJIHOTO
BUJA IPYTUM.
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O0bekThl. I10oeBEIE MCCIeqOBaHUS TPOBOAWINCH
B 3amoBeJHOM JieCHOM ydacTtke Ne 63 Ha ceBepe
Knunckoro paitoHa MoCKOBCKOU 001. (30Ha cMme-
maHHbIX JecoB). IlocTosHHas mpoOHas IUIOIIAIb
pa3zmepoM 50 X 40 M ObI1a 3a10KeHa B TOCIEIOXap-
HOM COCHSIKE-3€JICHOMOIIHUKE — TUIINYHOM CO00-
mectBe BepxHe-Bomkckoit Hu3menHoctu (Macios,
2002). I'ox crutorniHoro roxapa — 1894; cienos 6osiee
MMO3IHUX HU3OBLIX IOXAPOB He OOHApYyXEHO. Yya-
CTOK 3aHMMAaeT BEPXHIOIO YaCThb IIOJIOTOI I'PSIOBI CO
cJ1aboBBIpaKeHHBIM MUKpopenbedom. [TouBa — mec-
yaHasl, KpaiiHe OemHasl 3JleMeHTaM1 MHHEPAILHOIO
MMATaHUS.

XapakTeprcTrKa coo0llecTBa Ha MOMEHT Havaia
HabmoneHuii B 1980 r. ormydimkoBaHa B MOHOTpaduu
A.A. Macnosa (1990). JIpeBocToii COCTOUT U3 TTOCIE-
MOXXapHOI COCHBI C SNMHUYHON MPUMECHIO Oepe3bl U
eJlv, CpeIHUi Bo3pacT cocHbl — 70 jieT. XapaKTepHO
HaJIMIMEe B IPeBOCTOE OOJIBITMX OKOH. Pemkuit pas-
HOBBICOTHBII €J10BbII MOAPOCT HEPABHOMEPHO pac-
MpeneseH Io Iuiomaad. B TpaBsiHO-KyCTapHUYKO-
BOM sIpyce TOMUHUPOBAIA OpyCHNKA M YepHUKA, O~
HaKO CyMMapHOe€ UX ITOKphITUE He npeBbiiaio 30%.
M3 npyrux BUIOB CpaBHUTEIBHO YacTO BCTpeyasaach
TOJIBKO OBCsSIHU1IA OBeubsl (Festuca ovina). Mxu v 1u-
HIAHUKY UMEU ITOKpHITHE 60stee 90%. JloMuHUpO-
Basiu 3eieHble Mxu Pleurozium schreberi u Dicranum
rugosum; OTHeNbHBIC TSATHA (DOPMUPOBAIM JIMIIAM-
Huku Cladina arbuscula n C. rangiferina. bonbuyio
YacTb TEPPUTOPUU 3aHUMATY YUCTO 3€JICHOMOIIIHBIC
ygacTKi. Ha MOMeHT Havayra HabIoaeHI coob1Ie-
CTBO OTHOCWJIOCH K TUITY Jieca “COCHSIK JIMIIIAaHNKO-
BO-3€JIEHOMOIIIHBIN . U3MeHeHUsT B HUXKHUX SIpycax
3a 15 ner HAGMIOOECHWII MOKa3aJlM CHIKECHUE POJIN
JIMIITAHUKOB U TIOCTEIIEHHOE BO3pacTaHue pOJu
OpycHuku u yepHuku (Macnos, 2002).

Metoa HaOMOAEeHMIA, XapaKTep AAHHBIX. YYCTHI
BUJOB HUXKHUX SIPYCOB MPOBOAMIU Ha MOCTOSIHHBIX
TpaHCEKTaX, COCTOSIIIIUX U3 3aKPEIJICHHBIX HA MECT-
HOCTH IuToIanok pa3mepoM 0.2 X 0.2 m; ob111ee 91ciio
TJTOIIAIOK Ha MpoOHoM 1uromann coctasuiio 2000.
Ha muromaakax otMedanu pakT MpUCyTCTBUSI yKOpe-
HUBIIMXCS 1TOOETOB TpaB U KYCTAPHUYKOB U MIPUCYT-
CTBHE BUJOB MXOB. B KauecTBe CUETHBIX €IUHUIL Y
YEpHUKU U OPYCHUKU BBICTYNAIU MaplUalbHbIE TT0-
oeru. OTnenbHO OTMEYaly TakXke HaJludue Ha To-
BEPXHOCTU MOYBBI BajeXa — CTBOJIOB U KPYMHBIX
BeTBeil. [logpoOHee TojieBasi METOIMKA OIMcaHa B
nepBoii mmyonukanuu 1mo teme (Macnos, Jloroger,
2016) 1 B MoHOTpaduu (Macios, 1990).

ITponomXuTeNbHOCTb HAOMIOASHUT Ha TTIOCTOSTH-
HBIX TpaHceKTax coctaBuia 25 jet: ¢ 1980 mo 2005
TOJI C IIPOBEICHUEM TIEPEUETOB KaXKIbIe ITSITh JIeT. Beero
MMeEeTCS 1IeCTh YUE€TOB ¢ KapTaMU BUIOB, UTO TTO3BOJISI-
€T OTCJICINTh M3MEHEHMS Ha TUIOMIANKAX 3a TISITh WH-
tepBaioB: 1980 — 1985, 1985 — 1990, 1990 — 1995,
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1995 — 2000, 2000 — 2005. OO6111ee YMCIO IUIOMIA-
JIOK, 3aJIeiicTBOBaHHOE B pacueTax, coctaBujio 12000.

MapkoBckas 1enb KaK MoAe/ b Ha01101aeMoro npo-
necca. Eciu o603HaunTh (Kak 3TO OBLIO MpHU II0JIE-
BBIX Yy4eTax) MPUCYTCTBUE Ha IUIOIIAAKE YEPHUKU
OykBoOIi V, a OpycHUKM OyKBOit W, TO B IBYBUIOBOIA
CUCTEME IUISI KaXXOOW IIOMIAAKKM B JIIOO0 MOMEHT
BPEMEHU BO3MOKHO BCETO YETBIPE COCTOSIHUSA: 1) & —
00a BUIIa OTCYTCTBYIOT (TaKue IUIOIIAOKM IJISI KpaT-
KOCTH Ha3bkIBaeM Jajiee “He3aHAThIMI ), 2) V — eCcTh
TOJABKO 4YepHUKa, 3) W — ecTb TOJIbKO OpyCHUKA,
4) VW — mpucyrctByoT oba Buma. OrmpeneieHHbIE
BBIIIIE COCTOSIHUSI €CTECTBEHHO OTOXKIECTBIISIIOTCS C
COCTOSTHUSIMU MapKOBCKOM LIETIN, a nepeMeHHbIMU CO-
CMOSHUS MOIEIIN CIyXKaT KOHEUHbIE paclpeae/IcHUS
x(7) BepOsITHOCTEI COCTOSTHUI 1IeTI B MOMEHT Ha0JTI0-
neHus ¢ = 1980, 1985, ..., 2005 (MacnoB, Jloroger,
2016).

Ilocmyaam mapxosocmu 03HaAYaeT, YTO pacrpee-
JIEHUE€ BEPOSITHOCTEM IIEPEX0d0B 13 JII0O0r0 COCTOSI-
Husg S (S= O, V, W, VW) Bo Bce ocTaibHbIE LIETUKOM
onpeaelisieTcsl TEKYIIMM COCTOSTHUEM UM HEe 3aBUCUT
OT TOr0o, KaKuM IIyTeM ILIeIb IIPUIIJIa B 3TO COCTOSI-
HUe. M3 anpUOpHBIX GUOJIOTMYECKHX IIpeaCTaBlie-
HUI1 ClIeyeT, 4YTO B MPUPOAEC BO3ZMOXHBI BCE TUIIBI
IIEPEXOA0B MEXIY YEThIPbMS IIe€PEUYNCIICHHBIMU CO-
CTOSIHUSIMU, Y €CJTV IPUHSTH MOCTYJIAT MAapKOBOCTH,
TO CXEMY IIepeX010B MOXHO OTOOPa3UTh B BUIIE 1O/~
HO20 opueHmuposarHozo epaga (puc. 1), B KOTOpoM
MPUCYTCTBYIOT AYTY, BeAyLINe U3 JI000TO y31a rpagda
B 1000 ApyTOii, BKIIOYasl TOT K€ caMblii. JlomomHu-
TEJILHO Ha pUC. 1 pa3HBIMU TUIIAMU JIMHUN TOKa3aH
KOJIMYECTBEHHBIN YPOBEHb COOTBETCTBYIOIIEI BEpO-
SITHOCTHU TIepexoda U3 OIHOTO COCTOSIHUSI B APYroe,
HO 3TOT BOIPOC Mbl PACCMOTPUM IIpU OOCYKOCHUU
pe3yJIbTaTOB.

dopMabHO, eClIM paclpeacicHUe BEpOSITHOCTEM
repexoaa U3 HEKOTOPOro cocTostHUs S (S =, V, W,
VW) B KaxXnoe n3 COCTOSTHUI TTPEICTaBIIEHO CMoxa-
cmuteckuM BEKTOPOM-CTONOLIOM [Pgss, Dys, Pwss Pyw, s) s
a BEPOSITHOCTM CaMHUX COCTOSIHMI B TEKYyLIWMHA MO-
MCEHT BpEMEHM ! — CTOXaCTUYECKUM BEKTOPOM-
cToNOLIOM X(1) = [Xg, Xy, Xw, Xyw] |, TO DJIEMEHTApHAsS
dopMyna Teopur BEepOSITHOCTEI IaeT BEPOSITHOCTh
COCTOSIHUS S B CIICIYIOIINI MOMEHT, PaBHYIO

Xs(t + A1) = xg(H)psg + xy () psy + (1)
+ Xw(OPsw + Xyw(O)psyw, S =D, V,W,VW.

HeHnyneBble 37€MEHTBI p; IEPEXOIHON MaTPULIbI

P = p;] — uiMeronMe CMBICT BEPOSTHOCTHU Tepexoaa

U3 COCTOSIHUSI j B COCTOSIHUME i 32 OAWH 1ar At = 5 ro-

nam (i, j =1, ..., 4) u oTpaxalolirue OTHOCUTEJIbHYIO

CKOPOCTbH TIpoliecca 3aMellieHrs] BUI0B Ha TUTOIIA-

Kax — 3aBUCSIT OT MOMEHTa BpeMEHU 7, OTHAKO TaKOit

3aBUCHMOCTBIO TIpeHeOperaioT, IpUHUMAas TUTIOTe3y
00HOpOOHOCMU TIETIN.
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Puc. 1. ITonHblit rpad nepexonoB MexIy 4eThIpbMSI CO-
CTOSTHUSIMU YYETHOM TUIOLIAAKH 32 OAMH BPEMEHHOI 11ar
At = 5 (no: Macrnos, Jloroder, 2016, ¢ U3MEHEHUSIMHA).
Cocrosinusi: & — 06a BUIa OTCYTCTBYIOT, V— €CTh TOJBKO
Vaccinium myrtillus, W — ectb TonbKO V. vitis-idaea, VW —
MPUCYTCTBYIOT 00a Buaa. TUIl TMHUY ITOKa3bIBaeT quarna-
30H 3HAYEHU I BEPOSITHOCTU p COOTBETCTBYIOLIETO Iepe-
xoma (cM. Tabur. 2).

Ecmm tumoresa crpaBeminBa, TO COBOKYITHOCTh
Bcex ueTbIpex ypaBHeHui (1) ¢ yuetom oprpada (puc. 1)
MPUHUMAET CJISIYIONINI BEKTOPHO-MATPUIHBIIT BUI:

P P Pi3 DPu
P Pn Pz P x(1),
Pyt D3y P33 P (2)

Pa1 Pay Pra3 Pag
t =1980, 1985, ... 2000,

x(t + Ar) =

IJle YUCiIa p; He MEHSIOTCS BO BPEMEHHM U B CyMMe
KakIO0To CTOJIOLA Jal0T €IMHUILY COTJIACHO MX BEPO-
STHOCTHOMY CMBICTY (TaKhe MaTpHUIbl Ha3bIBAIOTCS
cmoxacmuueckumu;, FantMmaxep, 1967, c. 381). Konu-
YECTBEHHbIE 3HAUYEHMS p;; OTIPENEIIAIOTCS B PE3yJIbTa-
Te KaauGposKu TEPEXOTHON MaTPULIBI METOIOM 3KC-
TMEPTHOM OLIEHKM WIH IT0 JTaHHBIM HAOIIOIeHUA (CM.
Hke). KanubpoBaHHas riepexoaHasi MaTpuiia II03BO-

JKYPHAJI OBLIEN BUOJIOTUU
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JIgeT BBIMUCIIUTH TaKWe XapaKTePUCTUKU MOIEITHLHOTO
rpoiiecca, Kak cmayuoHapHoe pacnpeodeneHiie BEpOsIT-

o " P I R R B T
HOCTEH [UISl COCTOSIHUM Lenu (xX* = | X, ,X,,X3,X4 | ),
T.€. TOJIOXKUTEJIbHOE U HOPMUPOBAHHOE (yCIOBUEM

xl* + x;k + x;k + x:f = 1 1160 100%) perieHye ypaBHEHMSI
x* = Px*, 3)

a TaKxXe CpenHue epemena (1;) nepeo2o docmugicenus
(first-passage times) COCTOSIHUS [ UCXOAsI U3 COCTOSI-
HUS j, BBIpaXKEHHbIE B KOJIMYECTBE 111aroB LIETH.

Bpems nepBoro nocTuxkeHus NpeACTaBiIsieT CO-
0oi1 cinyyaliHyl0 BEJIUYMHY, KOTOpast MOXXET MPUHU-
MaTb OECKOHEYHOE (CUETHOE) MHOXECTBO 3HAUCHMIA
(1,2, ..., °°) c pa3HBIMU BEPOSITHOCTSIMU B 3aBUCHUMO-
CTH OT Pa3HbIX “MapLIPyTOB” TOCTUKEHUS, BO3MOX-
HBIX corymacHo oprpady (puc. 1). Maremarudeckoe
OXMIaHUE ITOM CIy4aliHOI BEJIMYMHBI U €CTh CpPE-
Hee epems nepeoeo docmuncenus (Macnos, Jloroger,
2016, dopmyna (A2)). BmecTe co cpenHeil nUTeIb-
HOCTBIO M; KaXJ1010 j-IO COCTOSIHMS BDEMEHA IePBO-
ro JOCTUXXEHUSI TMPEACTABISIIOT CO0OM BpeMeHHBIE
XapaKTepUCTUKU CJIydaliHOTO Mmpoliecca, BbIpaKeH-
Hble B uucJie maroB. [1pu u3BecTHOI BETUUYUHE Bpe-
MEHHOTIO II1ara 3TU XapaKTEPUCTUKU MOJIY4aloT BbI-
paXeHue U B XPOHOJIOTUYECKMX eNuHULax (romax).
MaremaTndeckue NOAPOOHOCTH COOTBETCTBYIOIIMX
BBIUMCJIEHUI MPEACTaBICHbl B HALIMX MPEIbIIYIITAX
paborax (Jloroder, Macnos, 2018, mpuiioxeHue A;
Logofet, Maslov, 2019).

U1 OlleHKM JUITUTENIbHOCTU XO4a CYKLIeCCUU Obl-
no nipegioxeHo (Macnos, Jloroger, 2016) Ha Kax-
JIOM 111are Mo BpeMeHU OlICHMBaTh MOKas3aTe/lb He-
cxongcTtBa — Mepy, A(x(7), x*), oTMuMs TEKYyIIETo
pacrpeneneHus x(f) or ctaiuoHapHoro x* mo Keii-
duny (Keyfitz, 1968, p. 47),

x; (1) = x}), 4)

A1), x) = 1Y
24

IJIe pacrpenesieHus BBIpaXXeHbl B IIpoueHTax. Pop-
MaJIbHBIM KPUTEPHUEM 3aBEPILIEHUS] CYKLECCUM TTPU-
HUMaAJICS ITOKa3aTesib HecxoncTsa MeHee 5% (Mac-
noB, Jloroder, 2016).

Mertoa KamMOpPOBKH. XapaKTep UMEIOILIMNXCS JaH-
HBIX — HaJIMYKE ITOBTOPHBIX YYETOB HA ITOCTOSIHHBIX
TpaHCEKTaxX B COUYETAaHUU C OOJIBIIMM pa3MepPOM BBI-
OOpKU — TIpenocTaBisieT (I0BOJILHO PEIKYIO B 3KO-
JIOTUM) BO3MOXHOCTb BBIYUCJIWUTH BCE IapaMeTpbl
MOIEJIY OMHO3HAYHO M JocToBepHO. IlapameTrpamu
cykaT 16 epexoqHbIX BEPOATHOCTEH p; U3 ypaBHe-
HUA (2), TouHee 12 nepexoaHbiX U 4 BEPOATHOCTH pj;
COXpaHEHMS TEKYILIEro COCTOSIHMSA 3a oguH mar. O
BEPOSITHOCTSIX MBI CyIUM MO (haKTUIYECKON KapTUHE
nepexonosB (TabJ. 1) ¥ B KayecTBe MX 3HAYEHUI ITpU-
HMMAaeM 4acTOTHI COCTOSIBIIIMXCSI COOBITUI Iepexoaa
M COXpaHEeHUsI COCTOSTHUSA. Torma yeTbipe Kaanuopo-
Ne 4
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Tab6auma 1. JlaHHbIe 0 Iepexoax MeXay COCTOSTHUSIMU Ha 11are [z, f + 5] 1 0 pacripenesieHun COCTOSTHUM TUIOIIAI0K B
COCHSIKe-3eJIeHOMOILITHUKE 3a 25 JIeT HaOmoneHuit; V — yepHuka, W — 6pycHuka, VW — yepHuKa BMecTe ¢ OpyCHUKOMA,

& — orcyrcTBrE OOOMX BUIOB

Hcxopsiue cocTosTHUST B TO ¢
lomt I1epexonsr B HroroBroms+ 5
%] A% W VW

1980 %) 904 6 29 0 939
\% 46 67 7 19 139
W 222 2 242 3 469
VW 16 58 81 207 362
Wroro B rox ¢ 1188 133 359 229 1909
1985 %) 642 8 22 2 674
A% 44 85 7 78 214
W 205 0 325 6 536
VW 26 45 100 269 440
Wroro B rox ¢ 917 138 454 355 1864
1990 %) 464 18 37 6 525
A% 52 146 6 93 297
W 124 5 377 11 517
VW 20 39 91 314 464
Wroro B rox ¢ 660 208 511 424 1803
1995 %) 360 13 23 1 397
A% 54 189 4 45 292
W 93 5 384 22 504
VW 23 73 97 372 565
Htoro B ron ¢ 530 280 508 440 1758
2000 %) 277 21 35 11 344
A% 32 194 22 192 440
W 71 6 362 30 469
VW 21 76 96 345 538
Hroro B ron ¢ 401 297 515 578 1791

BOYHBIX ypaBHEHUsI (1) yIOBIETBOPSIIOTCS aBTOMAaTH -
YECKHU.

Metoa ocpemnenusa. [IpyHuMasi TMIIOTE3y O CAy-
YQiHOU U3MEeHYU80CmMY MaTPULL, Mbl IPUHUMAEM, UYTO
B psiy HAOJIIOAEHUI YacTOTa Mepexoaa 13 OJHOIO CO-
CTOSIHUSI B Apyroe, 3acMKCUpPOBaHHAsl B TeKYylleM
yyeTe, SIBJsieTCsl (DaKTUYECKOU peanm3alueil ciy-
YalfHOTO 4Kclia IepexonoB. JIis Kaxkaoro TUIIa rmepe-
XOIOB YacTOTHl MEHSIIOTCS IIO ToaaM HaOJIOOCHUA
(ITpunoxenue A, b). JIorudHO MPeaNOA0XKUTh, YTO
OCpeIHEHHUE YacTOT IIEPEXOA0B, ITOJIydeHHEIX B pa3-
HBIX BBIOOpKaAxX (MHTEpBajaX yueTOB) 3a BECh IIEPUO,
HaOJII0IeHUI, TTO3BOJIUT O0Jiee TOYHO OLICHUTH UCTUH-
HYIO BEPOSITHOCTH IIepeXxofia U3 OIHOIO COCTOSIHUSI B
npyroe. Takum oOpa3oM, OT MpOOIAEMBI OCPETHECHMS

XYPHAJI OBIIIEN BUOJIOTUH
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nepexomHbix mampuy (Jlorodper, Macnos, 2018) Mbl
MepexXoauM K MpobaeMe OCPETHEHUST 8eposimHOCHell
repexoa.

M3BecteH kputepuit (tect) MaHTenss—XeH3ems
(Mantel—Haenszel test) mj1si oLleHKM BO3MOXHOCTH
OCpEIHEHUSI BEPOSITHOCTEN 4Yepe3 OLIEHKY CTEeNeHU
OIHOPOJHOCTHU MaTepuaja B pa3HbIX BeIOOpKax. Kak
MPaBUJIO, ITOT TECT MIPUMEHSIETCS B MEAUIIMHCKUX HC-
cJieOBaHUsIX, TJie MPOBEpPKa OJHOPOJHOCTH MaTepra-
JIa B pa3HbIX BBIOOPKaX UMeeT KPUTUUECKOE 3HAUCHIE
(Borenstein et al., 2009). B mapKoBckoli MOIEJIN CyK-
1IECCUM TIPUMEHEHUE TecTa Ha OJHOPOIHOCTb MbI
MpeajaracM UCIoIb30BaTh KaK JOMOJTHUTEIbHBIN ap-
TYMEHT B TOJIb3y CIy4aiitHOCTH U3MEHEHMSI BEPOSITHO-
CTel mepexona 3a BeCh Iepro UCCIEJOBAHMIA.
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Tabauma 2. Pe3ynbrarsl BelUMCIeHUST Kputepust MaHTtensi—XeH3essl TSl KaXI0TO TUTa TIepexXoio0B B psny u3 k = 5 uH-
TepBaJIOB (TUIIOTE3a 00 OMHOPOIHOCTU MaTepHrayia IPUHUMAETCS IPY 3HaYeHUU Kputepus < 2k)

Hcxopsiiue coCTOSTHUS
Kyna nnepexon
%) \" W VW
%) 5.2 4.1 6.8 11.2
\'% 32.1 5.8 19.6 83.0
W 6.1 3.2 2.4 14.8
VW 21.5 20.2 4.1 30.9

Ta6auna 3. Marpuliia ycpeaAHEHHBIX BEPOSITHOCTEI IMepexoaoB (3a ISTh MITUJIETHUX MHTEPBAJIOB) U €€ Mpeae/IbHbIi

BEKTOD x*; BCC SHAUYCHMUA JaHbI B ITPOLICHTAX

Hcxonsime cocTosTHUS
Kyna mepexon [MpenenbHbI BEeKTOp X*
%) \% W VW
%) 71.6 6.2 6.2 1.0 11.3
\" 6.2 64.5 2.0 21.1 29.1
W 19.3 1.7 72.0 3.5 15.2
VW 2.9 27.6 19.8 74.4 44.4

OcpenHeHMe BEPOSTHOCTEM TSI KaXKIOTO IMepexo-
Jla U3 COCTOSTHUSI j B COCTOSTHHE [ TIPOBOAVIIN IO CTaH-
nmaptHoii popmyie (CripaBovyHUK..., 1989, c. 378):

k
2w =)
Py :Hk—’ (5)

2N

=1

TI€e p; — CPEMHEB3BELICHHOE 3HAYEHNE BEPOATHOCTH 3a
k yuetoB, N; — 00beM BbIOOPKU Jyist yueta [, n; (j — i) —
YMCJIO IepeXoa0B (HabIoaeHWiA) 11 yueTa /.

MaTteMmaTudecKue IToApOOHOCTA BEIYUCICHUS Te-
cta Mantenss—XeH3elIsl U IIpUMep pacyeTa cpelHe-
B3BEIIIEHHBIX BEPOSITHOCTEM maHbl B [1puitoxxennu B.
Bce Buabl pacueToB (Kak Ha 3Tare MOATOTOBKY JaH-
HBIX, TaK M B IpoLiecce MOAEINPOBAHMSI) BBIIIOJIHE-
HBI IIyTeM aBTOMATU3aLIUY BLIUKMCIIEHUI B IIpOrpaMMme
MS Excel, BKTI09ast oriepaliiii MAaTpUIHOM aJireOopHhl.

PE3VJIBTATDBI

BeposaTHOCTH mepexonoB U UX ocpeaHeHue. JlaH-
Hbl€ 0 (DaKTUUECKHUX MEPEXOJAX MEXTY COCTOSTHUSIMU
TUIOIIAIOK 32 TSITh UHTEPBAJIIOB YYETOB TIpeICTaBIIe-
HBI B a0COJIIOTHBIX 4Kciax B Tabi. 1. YToOBl yOpaTh
BIMSIHUE (paKTOpa MPOCTPAHCTBEHHOTO UCKIIIOUEH U
u ¢akTopa HapylIeHUs], MPU MOCTPOECHUU MaTpUII
MEPEX0/IOB U3 pacYeTOB ObLIM MCKIIOUEHbBI TIOIIA-
KM C XMBBIMU U CYXOCTOMHBIMU CTBOJIaMU JIEPEBBLEB
U TUTOIIAAKU C HaTM4ueM Bajiexa. B pesynbrarte pas-
Mepbl BbIOOPKM BapbUpYIOT B pa3Hble MHTEPBAJIbI
yueToB oT 1758 mo 1909.

JKYPHAJI OBLIEN BUOJIOTUU

M3 80 aieMeHTOB BCeX IMSITA MEPEXOAHBIX MaTPUIL
TOoBKO nBa aneMeHTa (VW — O 3a 1980 — 1985 u
V— W3a 1985 — 1990) oxkazanuch HyJI€BbIMU, YTO
MOATBEPXKAAET MPEAIOI0KEHUE O peaqu3alun Bcex
TEOPETUUYECKU BO3MOXHBIX IEPEXOJ0B MEXIY COCTO-
SHUSIMA U COXpaHEHMHU TEKYILIMX COCTOSIHUI 3a Tisi-
TWJICTHUE HNHTEPBaJIbl MEXIAY Yy4dy€TaMu. OﬂHOBpC—
MEHHO 3TO CBUIETEJILCTBYET O MPAaBWJILHOM BhIOOpE
JUTMHBI BPEMEHHOTO IIara M KOJMYECTBAa MPOOHBIX
TJIOIIAMOK: 3a Kaxble TSITh JIET B COOOIIECTBE pea-
JIN30BAJIUCh MPAKTUYECKHU BCE MEPEXOMbl, UTO IMOI-
TBepKIaeT IOJHOTY oprpacda mepexomnoB (puc. 1) B
COCHSIKE-3eJICHOMOIITHUKE.

Pesynbrarsl pacuera Kpurepusi MaHTeass—XeH3e-
JISl [UIS1 BCEX TUIOB MEPEXO0/IOB MO3BOJIMJIM A0KA3aTh
CTaTUCTUYECKU TOCTOBEPHYIO OAHOPOJHOCTbH MaTe-
puana mig 8 u3 16 Tunos nepexona (tabi. 2). Cpenu
OCTaBILIMXCS MIEPEXOI0B YACTh COCTABJISIIOT OUEHb PEel-
ke (Harpumep, & — VW i V — W; cum. Taba. 3), a
OCTaJIbHbIE€ TIPUXOASATCS Ha TepeXoAbl C OUYEeHb CUJIb-
HbIM BapbupoBaHueM 4actor ([Ipunoxenue b), Ho
0€3 Kakoro-to TpeHAa K YBEJIMYEHUIO WU CHUXKE-
HUIO UX 3HaYeHU . TakuM 06pa3oM, B LISJIOM Pe3YJib-
TaThl pacueToB Kputepus MaHTersi—XeH3es (C yde-
TOM MaJIOTO YUCJIa UHTEPBAJIOB [IJIS1 OCPEITHEHUSI) He
MPOTUBOpPEYAT MPUHSITON HAMU TMIOTE3e O clayJaii-
HOM XapaKTepe BapbMPOBaHUS YaCTOT MEPEXOIOB 3a
BECh IMEePUOJ MOJIEBBIX HAOTIONEHUIA, YTO MO3BOJISIET
CUUTATh KOPPEKTHBIM pacuyeT OCPEIHEHHbBIX BEPOSIT-
HOCTEM Iepexo10B 1Mo popmyie (5).

OcpenHeHHbIe BEPOSATHOCTH nepexoaos. Kanuopo-
BaHHas IepeXoaHast MaTPUIa, BEIYUCICHHAS IO JaH-
HBIM Tab1. 1, mpeacraBiieHa B Ta0a. 3. Ee ajeMeHThI
(mepexogHble BEPOSITHOCTU), HAliIEHHbIE KaK Cpel-
Ne 4
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HEB3BEIIIEHHBIE YaCTOTHI COOTBETCTBYIOIIMX COOBI-
TUi o popmyite (5), moKa3aHbl TSI HATJISIIHOCTU B
dopme nporteHToB. Ha puc. 1 rpaganuuy 3Tux Xe Be-
POSITHOCTE# II0Ka3aHbl pPa3HbIMU THUIIAMU JIMHWIMA.
Haub6onbmmmu 3HayeHussMu (> 60%) 3a nmaTuiaeT-
HUI UHTEepBaJl XapaKTEPU3YIOTCS TOIBKO JUaroHab-
HBIE€ 3JIEMEHTHI MaTPUIIBI — BEPOSITHOCTUA COXpaHe-
HUST KaXI0I'0 U3 YEThIPEX COCTOSIHUI. DTO TOBOPUT O
MeIJIeHHOM Xoze cyKueccun. Kak cienyer u3 puc. 1,
OCHOBHBIMM HAIIPABJICHUSIMA M3MEHEHMS COCTOSI-
HUi1 (¢ BepossTHOCTHIO OT 10 10 30%) siBiistioTCst mepe-
xo1bl & — W, W— VW u nnepexons! n3 VW — V11 00-
patHO. Bce ocTanbHbIe TUIIBI IIEPEXOI0B, IIOKA3aHHBIE
IMyHKTUPOM, XapakTepu3syiorcs Mmaibivu (< 10%) Bepo-
SITHOCTSIMMU.

CranmoHapHoe pacnpeaelieHHe BepOATHOCTE Co-
crosnuii. B mocneagHem cronbiie Tad. 3 mokKasaH npe-
deabHblil (PAaBHOBECHBIN) BEKTOP BEPOSTHOCTE Xx*,
MOJYyYEeHHBIN KakK pelieHrue ypaBHeHus (3) ¢ MaTpu-
et u3 tabj. 3. MHBIMM c1oBaMu, IIpeAebHBIM pe-
3yJIbTAaTOM CyKlieCcCUM (IIPY TUIOTE3€ OJHOPOIHOCTHU
BO BPEMEHM) JOJKHO OBITh pacnpeneeHue COCTOSI-
Huii, toe 15.2% momanok OymeT 3aHSATO TOJIBKO
6pycHukol, 29.1% — TONIbKO YepHUKOii, Ha 44.4%
TUTOIIAI0K OYyIyT MPUCYTCTBOBaTh 00a BUaa, a 11.3%
IUIOIIAIOK OYIYT CYIIECTBOBATh 0€3 KyCTapHUYKOB.

B Ta6:1. 4 mpencraBiaeHbI MOKa3aTeIM HECXOACTBA
MEXIy paclpencIeHUsIMI B KOHKPETHBIE TOIBI M
MpeaesibHbIM pachpeaceicHreM, a pyuc. 2 aaeT mpe-
CTaBJICHHE O CXOIMMOCTH HAaYaJIbHOTO pacrpenelie-
Hug x(1980) k paBHOBecHuIO x* 1O MATUJIETHUM I1a-
raM. BumHo, 4To0 KOMIIOHEHThI HA4aJIbHOTO pacrpe-
IeJIeHUsT JOCTAaTOYHO MEIICHHO IIPHUOJIIKAIOTCS K
TIpeeTbHBIM 3HaueHUSIM. Tak, pacipenejaeHue mmep-
Boro roja y4yetoB (1980) oTiinyaercst oT cTallMoOHap-
Horo Ha 54.5%, a mocnenHero roga y4etoB (2005) —
Ha 18.9%. Omnuue meHee 5% mocTuraercss TOIBKO
Ha 11-M 11are, Kkotopsblit coorBeTcTBYeT 2035 1. Bax-
HO OTMETHTh, YTO MOKa3aTeJIb HECXOICTBA YMEHBIIIa-
eTCsl Ha KaXIOM IIare, 9YTO CBUIETEJILCTBYET O Ha-
MpaBJIeHHOCTU Mpoliecca B LIEJIOM U B T10JIb3y COCTO-
SITEJTBHOCTHU KaTnOpOBaHHOM MAaTpPULIBI us3
CpeIHEeB3BEIIEHHBIX BEPOSITHOCTEIA.

Takum o6pa3om, B IByBUAOBOI CUCTEME IIPOIOJI-
XUTEJIbHOCTb BTOPUUYHOM MOCJEINOXAapHOI CyKLEeC-
cui (C TOCTUKEHUEM COCTOSTHUS, OTJIMYHOTO OT CTa-
LIMOHAPHOI'O MeHee YyeM Ha 5%) cocTaBiisieT OT MO-
MEHTa Hayaja IIoJIeBbIX HaOmomeHuii 55 mer (11
MSTWIETHUX MOJEJbHEIX maroB). K aToMy BpeMeHU
HeoOXoauMo 100aBUTh 85 JIET OT roja moxkapa 10 Ha-
yajia yueToB B 1980 r., 1, TakuM 0Opa3oM, BpeMsl CyK-
neccuu coctasur 140 net.

Kak ciemyeT u3 puc. 2, B Xoae CyKIIeCCUM BO3pac-
TaeT HOJIs IUIOIIAMOK TOJbKO ¢ yepHuKoil (V). Eme
OBICTpEe BO3pacTaeT JOJISI TUIOIIANOK, TIe 0ba BUIa
npouspactarotr coBMmMectHo (WV). Hamnportus, moms
“He3aHSAThIX” ILI0IIAnOK (J) OBICTPO CHIKaeTcs. B
OTJMYME OT MOHOTOHHOTO BO3pacTaHusl/yObIBaHUS

JKYPHAJI OBILIEX BUOJOTUHU
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Tab6auna 4. [lokazaTenu HeCXOACTBA MEXIY pacripenesie-
HUSMU Xx() B KOHKPETHBIC IO/Ibl M paBHOBECUEM X*

Ton IToka3zarensn, %
1980 54.5
1985 45.9
1990 37.7
1995 30.3
2000 24.1
2005 18.9
2010 12.4
2015 11.4
2020 8.8
2025 6.7
2030 5.1
2035 3.9
2040 2.9
2045 2.2

st V, WV 1 J, 4uciio miomanoK TOJIbLKO ¢ GpYCHM-
kol (W) cHauana ObICTPO pacTeT, a 3aTeM IUIaBHO
CHUXAETCSl — KpUBasi UMEET JIOKAJIbHbIi MAKCUMYM.

Pacuer mo maram cXoaMMOCTU HayajlbHOTO pac-
npenegeHusi coctossHuii x(1980) Kk paBHOBECHOMY
COCTOSIHMIO x* (pHUC. 2) TTO3BOJISIET BOCIIPOU3BECTU U
JIUHAMUKY MOIMYJISIIUNA KaXXIoro BUIa OTASIbHO B
TPaaAULIMOHHO 1J1s1 61oJIoroB (hopMme. JleiicTBUTEb-
HO, eclii Vm 0003HaYUTh KaK YMCJIO BCEX IUIOIIAT0K
C YepHUKOI, a VvV — KaK 4YMuCJIO BCeX TUIOMIAI0K C
OpYCHUKOM, TO Ha KaxmoM 1mare Vm = V + WV, a
Vv=W+ WV,

Ha puc. 3 mpencrasieHa TMHAMWKA HONYAAUUL
OPYCHUKHM 1 YepHUKH IO IIIaraM yCpeTHEHHOI MoJie-
. Y3 pucyHka (1 tabia. 3) cienyer, 4TO B CTallMO-
HapHOM COCTOSTHMU aOCOJIOTHO Mpeod1agaloT IIo-
MIAIKKN ¢ YePHUKOM, TaK KaK Ha HIX CYMMapHO TIPUXO0-
nures 73.5% mmomanok. HecMoTpst Ha cylecTBEeHHOE
CHIDKEHME JO0JIY TUIOLIAM0K TOJIbKO ¢ OpYCHUKOI Ha
MO3IHUX CTanusIX (pHC. 2), CyMMapHasi 10JIsI OpyCHU-
KW Ha TTO3MHUX CTAAUSIX CHAayajIa BEIXOIUT Ha MaKCH-
MyM (Ha 7—8-M mrare mocturas 3HaueHust 60.8%), a
3aTeM HE3HAYUTEJIPHO YMEHBIIAeTCs, COCTaBISAS B
CcTallMOHApHOM cocTosiHUU 59.6% (tabn. 3, puc. 3).
Taxum o6pa3om, corjaacHO MOJIEIU, Ha CPEIHUX CTa-
JIMSIX CyKLIeccuH IpeodiamaeT opycHuka (puc. 3), aHa
ITO3MHUX 1 B PABHOBECHOM COCTOSTHUM — YEPHUKA.

JMTEeIbHOCTh CTaAWii ¥ UUKJIMYHOCTH MpOIecca.
Marpuna cpegHMX BpEeMEH IIEPBOrO TOCTUKECHUS
JIIOOOTO COCTOSTHUS (M3 JI000TO JIPyroro M Mo pas-
JIMYHBIM “MapuipyTaM”) COAEPKUT COOTBETCTBYIO-
II1e BpeMeHa, BhIpaXKeHHBIE B KOJIMYECTBE BpeMEH-
HBIX I11aroB 1IeTIM, a C yYeTOM BEJIMYMHEI 11ara Af = 5
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Puc. 3. Junamuka nonynsiunii Vaccinium myrtillus (Vm) u V. vitis-idaea (Vv) 1o 1maraMm B yCpeTHEHHO MOJETV OT HaJyasa Ha-

OIONEHMI 1O JOCTVKEHUSI PABHOBECHOTO COCTOSTHUST. Vm =

rogaM OHM OLICHUBAIOTCS IPUOIKEeHHO, KaK IMOKa-
3aHO B Ta0J1. 5. Hampumep, 111 HOCTUKEHUST COCTOSI -
Hust W us V pedyetcs B cpeadem 111 jer, a ij1st 1oCTH-
xenus Vus W — 50 net. B coBokynmHOCTH 3TH OKa3a-
TeJIN OTPaXKaIOT YUKAUYHOCMb CITyJaliHOTO TIpoliecca.
Tak, ogHU 1 Te Xe COCTOSIHUS IIOBTOPSIIOTCSI B CPE/-
HeM 3a pasHoe (ot 11 mo 44) xonudecTBO JeT (CM.

V+ VW, Vv = W + VW, J — 06a Bi1a OTCYTCTBYIOT.

IVaroHaJbHEIC STYeHKY Ta0. 5), a IUIOIIaaKa COCTO-
aHusg VW JOCTUTaeT COCTOSIHUS & B CpegHeM 3a
153 rona.

PesynbTaThl 110 cpeTHE ITUTETBHOCTA COCTOSTHUST
JIO €T0 CMEHBI ITPUBEICHBI B ITOC/IeIHEel CTpoKe TaoJI. 5.
Bunno, garo monpiie Bcex — 20 1T — COXpaHseTCs Co-

KYPHAJI OBLIEN BUOJIOTUU  Ttom 81 Ned 2020
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CylI€CTBOBAaHMEC BHWOOB, a HAMMCHbBIIYIO JIUTCIIb-
HOCTb UMEET COCTOAHME TOJIBKO C qepHMKOﬁ.

OBCYXIEHMHE

Kak oTMedasioch BBIIIE, BOIIPOCH ITOCTPOCHUS
OCpPeIHEHHOM MOIETN He TTOIyYMIN IO CHX TIOP OTHO-
3HAYHOTIO peIIeHUs] B BKOJOTMYECKOU JUTepaType.
B Teopetnyeckux moctpoeHmsIx (Hampumep, Tuljapur-
kar, 1990; Caswell, 2001) cyiiecTBoBaHUE CpeHEM MaT-
PULBI TIPOCTO TIOCTYJIUPYETCSI, a B MPaKTUYECKHUX
MIPWIOKEHUSIX aBTOPBI MCITOJB3YIOT IO YMOJYaHUIO
apugpmemuueckoe cpednee (Logofet, 2013), He BoaBa-
SICh B CMBIC/I ocpeaHeHus. [IpuHUMasl rumoresy o
CIyJaifHOM XapakKTepe W3MEHEHUSI BepOSTHOCTEH
repexona B psiay HaGIIONeHUI, TOMOOHOE OCpeaHe-
HUE CJIelyeT MPU3HaATh OIIMOOYHBIM, TaK KaK OHO
HUKAaK He YIUTHIBACT Ppa3Inyus B pasMepe BEIOOPKH
MEXIY pa3HBIMU TTepeXOIaMMU.

Kak 0pU10 mMoka3aHoO paHee, OJHUM M3 BO3MOXK-
HBIX pEIICHUI TTPOOJIEMEI SIBISIETCS TeOMETPUUECKOE
ocpegneHue Mmatpul (Jloroger, Macaos, 2018; Lo-
gofet, Maslov, 2019). OnHako Takoe pelieHUe KOp-
PEKTHO TOJILKO TPY YMEHBIICHUM YMCJIa TUIOIIAA0K
JIJIsl pacyeTOB C yBeJIMYeHeM unciia yuetoB. [1pouc-
XOIUT 3TO M3-3a TOTO, YTO UACOJIOTUSI OCPEIHEHUS U
TEXHOJIOTUS KATMOPOBKU MApPKOBCKOI MOMIEIN MTPE/I-
roJiaraloT paboTy ¢ BBIOOPKOI, YMCIIO MJIOIIAJ0K B
KOTOPOI HEUM3MEHHO U COXpaHSIETCI B KaXKIOM yde-
te. I1o pakTy 9McITo THIOIag0K MEHSIETCS OT y4yeTa K
Y4eTy, TaK KaK MEHSIETCS YMCIIO UCKITI0YaeMbIX U3
pacyeToB IUIOIAJOK C BaJIEXKOM M cTBoJlaMu. EnuH-
CTBEHHBIM CIIOCOOOM IOOMTBCS pPaBEHCTBA 4YHCIIA
IUTOIIA0K Ha BCEeX MHTepBajiaxX ydeTa SBJISIETCST UC-
KJII0UeHHE TUIONIAIOK, IIe BajJieXX U CTBOJIbI BCTpeYa-
JIUCh XOTSI OBI pa3 3a BCe MHTEPBAaJIbI yUeTa.

ITouck reoMeTpUYECcKOro CpeaHero k mepexoj-
HBIX MaTPUILI OCJIOXKHSIETCSI TakKxKe HEOOXOIMMOCThIO
M3BJICUEHUST MATPUYHOTO KOPHS k-1 CTETICHW U3 UX
MIpoM3BeIeHUs. YXe I kK = 5 3amadya He ObLIa TpU-
BUAJILHOM U CTAJIKUBaJIaCh C HEOOXOIMMOCThIO TP~
BJIEKAaTh XXOpPJaHOBY HOPMAaJbHYIO (hopMy IJIST KOp-
PEKTHOTO BBIYMCJICHMsI MaTpudHOro kKopHs (Jloro-
det, Macnos, 2018). B mocnenHeit Bepcun MATLAB
(R2019b) 3agaua pemaercs yxXe pyTUHHBIM 00pa3om
ST K = 5, OTHAKO KOPPEKTHOCTh PYTUHBI IPU 0OJIb-
IIMX k OCTaeTCs IO BOIIPOCOM.

M36aBneH oT NONOOHBIX TPYIHOCTEMN MTOAXOM, KO-
IJ1a OT OCPEIHEHUSI MATPUIL MbI IEPEXOIUM K OCpPEJI-
HEHUIO BepOsSITHOCTeM nepexona. Ha KaxkiaoM UHTep-
BaJIe YUETOB COXPaHSIETCS MaKCHUMAaJIbHO BO3MOXHOE
YHCJIO TUIOIIAOOK. Tak, B UBy4YEHHOM COCHSIKE-3eIe-
HOMOIIHWKE YMCJIO TUIOIIAIOK Ha pa3HBIX IIIarax re-
pexona coctaBuiio oT 1758 no 1909 (taba. 1), yto no3-
BOJISIET C OOIIbIIIEf TOYHOCTBIO OLIEHUTh BEPOSITHOCTU
nepexonaoB. Ilpu ocpenHeHUM MaTpUll Ha KaXXIOM
mare pa3mep BBIOOPKM OBIJT OBl CYIIIECTBEHHO MEHBb-
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Tab6auna 5. CpenHue BpeMeHa MepBOro JOCTUXKEHMsI/BO3-
BpallleHUsl, BhIpaKeHHbIE TPUOJMKEHHO B roJiax, U cpe-
HSISI JUTUTETbHOCTD COCTOSTHUSI IO €T0 CMEHBI

HauvansHoe cocTosiHue

%) A\ W VW

Koneunoe cocrostHue

%) 44 139 136 153
A% 55 17 50 29
W 53 111 33 113
VW 42 23 29 11
CpenHsisl IINTeIbHOCTh 18 14 18 20

e — 1677. KpoMe Toro, ocpeaHeHUE BEPOSITHOCTE
He TpeOyeT U3BJIeUeHUS MaTPUIHOTO KOPHS k-¥1 cTe-
IICHU 13 IIPOU3BEASHMS MaTPHLI, UTO ITIO3BOJISIET IIPO-
W3BOJIUTh pacueThl 10 MOJeau 0oJsiee NOCTYIHBIMU
CpeaCcTBaMU.

CroxacTudeckass Ipupoia MapKOBCKOM MOIEIN
MO3BOJISIET IPUMUPUTH TaK1€e, Ka3aJIoCh ObI, IIPOTH-
BOpEUMBBIE KaTeropuu, KaK HanpasaeHHoCmb U UuK-
AuuHocms Tipouecca. HampaBieHHOCTb BBISIBISICTCS
KaK CXOAMMOCTh UCXOmHOro pacnpeneaeHus x(1980)
K CTallMOHapHOMY BeKTopy Xx* (Tabi. 3), KOTOpbIi
OKAa3bIBaeTCSI M npedeabHbim, a TNKIMIHOCTD MPOIe-
MOHCTPHUPOBAaHA pacyeTaMM CpPeIHE IIUTEILHOCTU
COCTOSTHMSI TUIOIIAAKU 10 €r0 CMEHBI U CPEIHUX Bpe-
MEH BO3BpaIlIeHUS K IIPesKHEMY COCTOSITHUIO (Ta0lI. 5).
CpenHue BpeMeHa BO3BpallleHUS XapaKTepu3yloT
KPYIOBOPOT COCTOSIHMII IuToIIanok. HaumeHbliiee
cpenHee BpeMsl IEPBOro JOCTHXKEHMS/BO3BpaIllCHUS
(11 ner) HaGmOmaeTcs1 y IUIOIIANOK, Toe oba BHAa
npouspactaloT coBMecTHO (VW), — M 3TO MOHSITHO,
TaK Kak cocTosiHne VW MakCcHUMaJIbHO IIpeo0IagacT B
3aKJIIOYMTE/IbHOM cTaguu. Haubonbliee cpenHee
BpeMs (153 roma) — y niepexona u3 coctossHus VW B
cocTostHUe &, 4TO TOXE ITOHSATHO, TaK KaK COCTOSI-
HUe J TpeobIagaeT Ha CaMbIX PAHHUX CTaaUsIX.

HaunMeHbI1ast cpeiHsIsT IJTUTEIbHOCTh COCTOSTHUSI
Io ero cMeHBI (14 nmeT) HaOmMIOmaeTCs y IUIOIIAIOK
TOJILKO C YEPHMKOI, HO 3TO HE CBSI3aHO C BpEMEHEM
>k13HU nooderos. 1o mocienHuM gaHHBIM (ITpoxorbe-
Ba u ap., 2000; IMomstackas u ap., 2000), IponoimKm-
TEJIbHOCTD XXMN3HU MapLMAIbHBIX KYCTOB OPYCHUKU CO-
crapisieT 3—5 jieT, a yepHuku — 5—8 (1o 30 net). OTHO-
CUTEIbHO Majloe BpeMsS CpeoHEM IMTEIbHOCTU
COCTOSIHUSI V CBSI3aHO C TEM, UTO TaKHWe IUIOIIAIKU
JIOBOJILHO OBICTPO MEPEXOIST B cocTosiHMEe VW, a 3a-
TeM CHOBa B V.

MdakTUYecKre TaHHbIE U Pe3yJIbTaThl MOIACINPO-
BaHMS MOATBEPXKAAIOT TOT (PAaKT, UTO MEXKIY YEPHU-
KOIf 1 OpYCHUKOI B XO4¢ CYKIIECCUU HE TPOUCXOTUT
KOHKYPEHTHOTO MCKIIIOUEHUSI, XOTSI 9KOJIOTMIECKIe
HUIIY BUAOB oyeHb 01n3ku (banmanauHa, Baxpamee-
Ba, 1978, 1980; Makipaa, 1999) u coBnagatoT Ha 83%
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(Grime et al., 1988). HanpotuB, nmomanku, rae oda
BUIA IIPOM3PACTAIOT COBMECTHO, MIpeolagaroT Ha
MO3MHUX CTaAusX cykKueccuu (puc. 2). AHanorumu-
HBII pe3yabTaT ObLI HOMIYYEH B CHIPOM COCHSIKE-IOJI-
romonrHuke (Macios, Jloroger, 2016). IlonTBep-
KIAaeTCsl CeJIAHHBIN paHee BBIBOI, YTO COCYIIECTBO-
BaHWE YEPHUKU M OPYCHUKU HAOIIOOAETCS HA CAaMbIX
pa3HBIX YPOBHSIX MPOCTPAHCTBEHHOI OpraHM3alluu
pPaCTUTEILHOTO TTOKPOBA: OT CAMOT'O MEJIKOTIO JI0 T'e0-
rpacudeckoro (Macmnos, 1990).

ITpuumHBI MOJOXUTENIbLHBIX CBSI3E MeXay obu-
JineM 1oberoB YepHUKU U OPYCHUKU Ha MEJIKUX 10~
1aaKax B HacTosliee BpeMsi HesicHbl. Mneosnorus
MapKOBCKUX MojeJieii He TpeOyeT 3HaHUS TIPUYMH-
HBIX MEXaHM3MOB M3y4aeMoro mpoliecca. Takas Mo-
JIeJib JIIIb “TIOMOTaeT BbISBUTH 00J1ACTH, TJI€ 3TO MO-
HYMaHHe OCOOEHHO BaXXHO, T.€. 3a1a€T U OPUEHTUP,
Y CTUMYJI JUTSI HanibHeliero uccaenopanus” (Jeffers,
1978, p. 92). OnHUM M3 HECKOJIbKMX ITOTEHIIAIbHO
BO3MOXHBIX MEXaHU3MOB IOJIOXUTEJIbHbBIX CBsI3eit
MOXET ObITh TO, UYTO MOOETU YEPHUKHU, PACTYIIIHE PsI-
JIOM ¢ OpYCHMKOI1, HE TaK OXOTHO IT0eaaloTcst (GpUTO-
¢daramu. Hampumep, yepHuUKa SIBISIETCS TJIaBHBIM
3UMHUM KOPMOM KpacHocepoii mojieBku (Clethriono-
mys rufocanus), Torga Kak OpyCHMKY MHOJEBKM YIIO-
TpeOasIoT 3HaunTeNIbHO pexe (Dahlgren et al., 2007).

PesynbTaThl MOAEIMPOBAHUS TO3BOJISIIOT TTOAPOO-
Hee omucaTh 3Tallbl MOCJIENOXAapHOM CYKIIECCUM Ha
TpeX Pa3HBIX YPOBHSIX AeTaIN3alMU; a) TMHAMUKA CHU-
HY3WH KyCTApHUYKOB, 0) IMHAMMKA MOITYJISILINI YepHU-
KM U OpyCHUKM, B) TMHAMMKA COCTOSIHUI TIJIOIIAIOK,
OTpaXKalolIX pa3nelbHYI0 1 COBMECTHYIO BCTpedae-
MOCTb YEPHUKU 1 OPYCHUKU.

OueHuTh oOlllee pa3pacTaHUEe KyCTapHUYKOB B
XOJIe CYKIIECCHMU MBI MOXEM, IPOCYMMMPOBAB TaH-
HbIE 110 YepHUuKe 1 6pycHuKe (puc. 3). B MOMeHT Ha-
yajia HaomoneHuii (1980 r.) cymmapHast qoisl Tioa-
JIOK, 3aHATBIX KyCTapHMYKaMu, cocTapiisiia 37.8%. Ye-
pe3 25 jeT, comlacHO MOMAEIW, NOJs TIIOLIANOK C
KycTapHUYKaMu Bo3pacTaeT 10 80.1% (4Tto oTimya-
eTcsl OoT (pakTUUecKoro 3HaueHUs Bcero Ha 0.7%).
B dvHanbHOM (YCTOWYMBOM) COCTOSIHUM TOJISI TIJ1O-
IIAJOK C KyCTapHUYKaMHU cocTaBUT 88.7%. D1u
OLIEHKM JOBOJIbHO OJIM3KHU K pe3yJIbTaTaM, IOIydeH-
HBIM IS cyxux cOCHSIKOB CeBepHoit DuHISITHINNA,
IrJie TPOSKTUBHOE MOKPHITUE KyCTAPHUUYKOB B pa3HBIX
BapraHTax CyKieccuu uyepes 150 JreT rmociie mokapa co-
crasisuto 70—80% (Ruokolainen, Salo, 2009).

Ha ypoBHe nonyasyuii oTaeIbHBIX BUAOB MBI MO-
K€M TIoIpoOHee OIMMCaTh COOTHOIIEHWE BUIOB KY-
CTApHMYKOB B XOIE¢ ITOCIIETIOXKApPHOM CYKIIECCUM
(puc. 3). C MoMeHTa Hayaja HabIoIeHNI OpyCcHUKaA
peobIagaeT Ham YepHUKOM Ha TIPOTSLKEHUH 6 111aroB
(30 1eT); IpY 3TOM BCTPEYaeMOCTb TOT'O U APYTOro BUIA
TOBOJIBHO OBICTPO pacteT (¢ 31 mo 60% y GpyCHUKM U C
19 1o 59% y yepHuku). deiicTBUTENIBHO, KaK ObLIO TTO-
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KaszaHo B 3kcriepuMeHTax (Hautala et al., 2009), Boc-
CTaHOBJIEHME Yy OPYCHUKM IIOCJIE Pa3JIMYHOIO poaa
HapYIIEHU IPOUCXOIUT OBICTPEE, YEM Y YEPHUKHU.

Yepes 30 neT yepHUKa OOroHsIeT OPYCHUKY, 1 pa3-
PBIB MEXAYy BUIAMHU MTOCTEIIEHHO yBeanunBaeTcs. Ha
20-m mare (100 J1eT) BcTpeyaeMoCTh YepHUKY — 73%,
a 6pycHuku — 60% (puc. 3). DTo XOpoIIOo coryiacyer-
cs ¢ BbiBonamMu B.C. MinatoBa ¢ coaBTopamu (1995),
OTHOCHBIIIMX YEPHUKY M OPYCHUKY K TpyIIIe “Hop-
MaJIbHO-KJIMMAaKCOBBIX’ BUIIOB, HO OTMEYaBIINX IIPU
3TOM, UTO OpyCHUKA (B OTJIMYME OT YEPHUKU) SIBJISI-
eTCsl XapaKTepHbIM BUIOM HE TOJIBKO (DPUHAJIBHBIX,
HO M 00Jiee paHHMX CTaIN CYKIIECCUM B COCHSIKaX Ha
OeIHBIX IecyaHbIX mouyBax. C MO3ULIMIL JIECHOM TH-
MOJIOTUM, TaKasl TMHAMUKA O3HayaeT MOCTEeIeHHBIMA
Iepexo U3 TUMA jeca “COCHSIK JIUIIAfHUKOBO-3¢eJIe-
HOMOIIIHBIN” B TUM Jieca “COCHSIK YepHUUYHO-Opyc-
HUYHBIN” 1 HAaKOHEILl — B “COCHSIK OpYCHUYHO-Yep-
HUYHBIN’, TOe “BO3MOXKXHA CMEHA COCHBI eJ1bI0” (PBI-
cuH, 1975, c. 126).

AHaIu3 TUHAMUKUA COCIMOSHUU NAOUA00K TTO3BO-
JISIET pacKpbITh MEXaHU3MbI JUHAMUKY TTOMYJISILIUA C
MOMEHTA Hadaja HabmoaeHuii. Ha mepBoix ¢azax (3
mrara — 15 JjieT) mpeo6aanaroT IUIOIIAAKA TOJBKO C
OpYyCHUKOM, Ha BTOPOM MeCTe — ILIOIIAaIKM C Opyc-
HUKOI M YEPHUKOM, HAa TPEThEM MECTE — TIJIOLIAAKKU
TOJIbKO C YepHUKOI (puc. 2). Uepes 10 jeT nmpoueHT
TUIOIIAA0K TOJBKO ¢ OPYCHUKOI TOCTUraeT MaKCu-
MyMa B 28.5%, TTociie 4ero HaumHaeT CHIKaThbesl. Ha-
MPOTUB, YUCJIO TJIOMIAA0K C YePHUKOI U OpyCcHU-
KOIi mpomoikaeTr ObicTpo pactu (puc. 2). Ha 7-m
mrare (35 JIeT) YKUCI0 TUIOLIAA0K TOJIBKO C YEPHUKO
OOTrOHSIET YMCJIO TUIOIIAA0K TOJBKO ¢ OPYCHUKOM, 1
pPa3pbIB MEXIY HUMU MpoAokaeT ObicTpo pacTu. Ilo
pe3yJbTataM JMHAMUKU COCTOSTHUI TTOIIAN0K (pucC. 2)
1 C YYETOM HauboJiee BEpOSTHBIX HAIpaBJICHUM Tie-
pexonoB (puc. 1) MOXHO BBIIECIUTDH YEThIpE CTaaIUU
COBMECTHOI TMHAMUWKM MOIYJISILUI KYCTApHUYKOB B
COCHSIKe-3eJICHOMOIITHMKE, HaUMHAasi ¢ MOMEHTa Ha-
yaJjia MoJjieBbIX HaOJIOAEHUMA.

I) Kononusanust OpyCHUKOI “He3aHSTBIX ILJIO-
IaA0K (YUCTO 3€JICHOMOIIHBIX YYaCTKOB) — IIPeo0-
JIagaroT IUTOMIANKY “He3aHAThIe” M TOJIBKO C OpyCHM-
Koit — 2 mara (mo 10 neT).

II) Kononuzauust 6pycHUKOI “He3aHSATHIX MJI0-
IIAJIOK ellle TPOJoJIKaeTcsl, HO Ha paHee 3aXBauyeH-
Hble YYaCTKU TOJCEIsIeTCs] YepHUKa — TpeodaaaroT
TJIOLIAIKH, I 00a BUa TPOMU3PaCTaloT COBMECTHO —
maru 3—7 (ot 10 mo 35 ner).

I1I) ITpouecc KomoHM3aIMK “HE3aHSITHIX y4acT-
KOB OJIM3UTCSI K 3aBeplleHU0, SIBHO IpeobJiamaioT
TITOIIAIKY ¢ YePHUKOM M OPYCHUKOM, U pacTeT 9iC-
JIO TIepexonoB u3 coctossHus VW B coctostHue V (1
0o0paTHO), MPOLEHT IJIOLIAA0K TOJIBKO ¢ YePHUKOM
BBIXOJIUT HA BTOPOE MECTO, M MPOIOIKAET CHILKATHCS
Ne 4
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YKCJIO TUIOIIAAOK TOJBKO ¢ OpyCHMKOI — mmaru 8—11
(ot 35 mo 55 ner).

IV) CrammmoHapHO€ COCTOSTHUE: TOYTU BCSI TEPPU-
TOPUS COCHSIKA 3aXBauyeHa KyCTapHUYKAMU, abCOIIOT-
HO Mpeo0JIagaloT IUIOIIAIKY C YEPHUKOM 1 OPYCHUKOM
1 TOJIBKO ¢ YepHUKoOIi — 1mar 12 u gasnee (c 55 ner). Ipe-
obragarommit TUII repexonoB VW — V 11 oopaTHO —
V— VW.

Oo6111ee BpeMsl TToCIeNoKapHO CYKIIECCUU B ABY-
BUIIOBOM MOJIEITN coCTaBiIsieT mpuMepHo 140 eT: 85 ner
OT roja Imoxapa 1o Hadyajia y4eTOB ILIIOC 55 JIeT 10 10-
CTVDKEHMSI COCTOSIHUSI, OTJIMYHOTO OT CTAlIMOHAPHOTIO
MeHee yeM Ha 5%. J11s1 cpaBHEHHUS: B CBIPOM COCHSI-
Ke-IOJITOMOIITHMKE BpeMSI CYKIIECCHU ITOCJIE HU30-
BOTO Ioxapa (110 JTaHHBIM aHAJIOTUYHOI MOJIENIN) CO-
cTaBMIO TOJBKO 45 net (Macnos, Jloroder, 2016).
Paznuuunst B CKOpocTH U3MEHEHMIA, TI0 BCEil BEpOSIT-
HOCTHU, CBSI3aHBI C OoJiee MeIJICHHBIM HaKOIJICHUEM
ryMyca B CyXHX YCJIOBHUSIX 3€JI€HOMOIITHMKA 10 CpaB-
HEHMIO C 3a00JI0YeHHBIM JIOJITOMOIIHUKOM. I[lIpu
CpaBHEHUM OJMHAKOBBIX TUIIOB COCHSKOB BaXKHO
WMEThH B BUIY, UTO B CEBEPHOM YaCTU Tae>XKHOI 30HBI
BpeMsI CYKIIECCHIA CYyIIIeCTBEHHO OOJIbIIIe M3-3a HU3-
KUX TEeMIIEpATyp WM MEHbIIEN MHPOAOIKUTEILHOCTU
BereTanimoHHoOro ce3ona (Hautala et al., 2005; Ruo-
kolainen, Salo, 2009).

SAKJIIOYEHHUE

Hccnenosanre COBMECTHOIM TMHAMUWKHU TIOITYJISI-
muit opycHukm (Vaccinium vitis-idaea) n 4epHUKU
(V. myrtillus) Ha CpeTHUX U MO3AHUX CTAAMUSIX MOCTe-
MOXAPHOM CYKLIECCUU B 3aIIOBEIHOM COCHSIKE-3eJIe-
HOMOIITHUKE C TIOMOIIBIO MAapKOBCKOM MOJEH 03~
BOJIWJIO BBISIBUTH IPOCTPAHCTBEHHLIE U BpEMEHHEIC
XapaKTepUCTUKHU HabmogaeMoro npoiiecca. [Tokasza-
HO, YTO YacToTa IepeXOAO0B M3 OIHOTO COCTOSIHUS
TUIONIAIOK B APYroe MEHsIeTCsl Ha pa3HbIX MHTEpBa-
JIaX HaOIIOAeHU, OJHAKO 11 MACCOBBIX BADUAHTOB
nepexona pacueT Kputepus MaHTensI—XeH3es Mo~
Ka3aJl OMHOPOJIHOCTh BLIOOPOK, YTO IMO3BOJIMJIO pac-
CUNTATh YCPEAHEHHbBIE BEPOSITHOCTU U TIEPEUTH K OJI-
HOPOOHOMN MOIEIIN.

ITokaszaHo, YTO IJISI TPEX COCTOSIHUIA LIETIN CYIle-
CTBYeT OJHOHAIPABICHHBIM TPEHI U3MEHEHUIA BO
BpEMEHM: TTIEpPMaHEHTHO BO3pacTaeT A0S IUIOIIAI0K
TOJILKO C YePHUKOM U A0JIS IJIOLIAA0K C IBYMSI BUIA-
MU, YOBIBAET IOJIS IJIOIIAT0K C OTCYTCTBUEM JAHHBIX
BUIoB. YeTBepToe cocTossHue (IIOLIAAKU TOJBKO C
OpPYCHUKOI) UMeeT JOKaJIbHBIII MAKCUMYM Ha CpeJi-
HUX CTaOUsIX CYKIIECCUU, TIOCJIE YEero ero MOJS CHU-
Xkaercsd. CralMOHapHBIM pe3yJIbTaTOM IMHAMUKU
OXMJAeTCs pacrpeaesieHre IUIOAI0K IT0 COCTOSTHU -
aMm, tae 29.1% Tionanok 3aHSITO TOJILKO YEPHUKOIA,
15.2% — tonbko OpycHUKOit, Ha 44.4% I1uromanok
OyayT NpUCYTCTBOBaTh 00a Buaa, a 11.3% rioiagok
OyIoyT HE3aHSIThl. DTO MOATBEPKAAET BO3MOXKHOCTD
YCTOMYMBOTO COCYIIIECTBOBAHUS YePHUKU U OPYCHU -
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KM Ha 3aKJIIOYMTEIbHBIX CTAANSIX CYKIIECCUM U B TaH-
HOM TuIle coobuiecTs. [IpeobmagaHue B Xoae AUHA-
MUKHU TOTO WK APYTOro BUAA W Pa3IUIHBbIX COCTOSI-
HUI TUIOIIAAOK ITO3BOJIMJIIO OMNKCATh HECKOJBKO
CTaauii CyKIIECCUM: CHayaja — C MaJIbIM ydacTueM
KyCTapHUYKOB, 3aTeM — C IpeodiafaHrueM OpyCHUKU
1 HAaKOHElL — C JOMMWHMPOBAHMEM UYEPHUKU (XOTS
npeobIamaoT MIOIIAAKHU, TIe oda BHIa IIpou3pacTta-
FOT COBMECTHO).

ITonyyeHHblE pe3yabTaThl TMO3BOJISIIOT OLIEHUTH
OOIIYI0 TPOIOJIKUTEIBHOCTD MOCIETIOXKAPHOU CYK-
LIECCUU TSI TUTIA Jieca “CyXoii COCHSK-3eJIEHOMOIII-
HUK” B 30HE CMelIaHHbIX jJecoB B 140 et (c mocTu-
)KEHUEM COCTOSIHUSI, OTJIMYHOTO OT PaBHOBECHOTIO
MeHee 4yeM Ha 5%). JlaHHoe BpeMs ModTH B 3 pasa
0oJIblile, YeM TPOJOIKUTENBHOCTD MOCENOXapHO
CYKILIECCUH, MOJyYeHHasl 10 AJaHHBIM aHAJIOTUYHOI
MOJIEJIU B CBIPOM COCHSIKe-oJIroMollTHuKe (Macos,
Jloroder, 2016). C no3ulLiuii JIECHON TUIIOJOTUHU, pe-
3yJIbTaT MOJEJMPOBaHMUS O3HAYaeT ITOCTEIIEHHOE
MpeBpalleHne COCHsIKA JUITaiHMKOBO-3eJIEHOMOIII -
HOTO B COCHSIK YEpHUYHO-OPYCHUYHBIN U fajee — B
COCHSIK OpYCHUYHO-YEePHUYHBIN.

PaGora yactuuHo moamepxaHa rpaHntoM PODOU
Ne 16-05-00762. ABTOpPBHI BbIpaxKkaloT NpPU3HATEIb-
HocTb A.B. Pyoanosuuy (MOI'en PAH) 3a coBeThI U3
00J1aCTU TIPUKIAAHON CTAaTUCTUKU.

Ilpunoxcenue A

JaHHBIEe 0 YACTOTE MEPEXOIOB MEXKAY COCTOSTHUS -
MU B COCHSIKE-3eJI€eHOMOIITHUKE 3a 25 J1eT Habmtone-
HUI TIpeAcTaB/IeHbI B Ta0J. A.l.

Ilpunoxncenue b

B ta6a. b.1 ykazaHbl koadduULIMEHTH Bapualuu
IS 9aCTOT TIEPEXOIOB 3a 25 JIeT HaOJIIoneHUA.

Ilpunoncenue B
Ilpumep pacuema kpumepuss Maumens—Xensens

CornacHo kputeputo MaHTensi—XeH3es1, BbI-
OOpPKM MOXXKHO OOBEIVHSTH B OHY, €CJINA

k
> Nip - D)
I=1

p

rne N, — o6beM BbIOOpPKU HA BpeMeHHOM 1are / (/ =
=1, 2, ..., k); k —4ucno maroB (MHTEpBaJIOB IIEPEX0/a);
D; — BEpOSITHOCTb Mepexoa Ha 1are /; p — cpeiHe-
B3BeIIIEHHAS BEPOSITHOCTh MEePexXo/ia 3a k IIaros.

Paccuutaem kputepuit Manrtens—XeH3ensd Ha
npumMepe IepexogoB U3 coCTOSTHUSI W B COCTOSTHUE
VW. 1514 aTOrO0 moicTaBuUM JaHHBIE U3 Ta61. 1 0 ync-
Jie HaOIIoaeHMI 1 00beMe BRIOOPKHM Ha KaxKIOM IIiare
B Ta0s1. B.1, BBIYKMCIMM BEPOATHOCTHU MEPEXONOB ()
Ha KaXX[OM II1are v IIpoCcyMMUpPYyeM YHCJIO HaOoae-
HUI 1 00BEMBI BBLIOOPKM corjiacHo hopmyiie (5).

< 2k, (B.1)
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Taomuuoa A.1. JTaHHBIE 0 YaCTOTE MEePEXOIOB MEXIY COCTOSTHUSIMU B COCHSIKE-3eJICHOMOIITHUKE 3a 25 JieT HabmoneHuit, %

MACIJIOB, JIOTO®ET

IlepexonHas matpuliia
l'onwr yueToB Kyna nnepexon
%) \% w \A%
1980 %] 76.1 4.5 8.1 0.0
1 A\ 3.9 50.4 1.9 8.3
1985 W 18.7 1.5 67.4 1.3
VW 1.3 43.6 22.6 90.4
%] 70.0 5.8 4.9 0.5
19f5 \ 48 61.6 1.5 22.0
1990 w 22.4 0.0 71.6 1.7
VW 2.8 32.6 22.0 75.8
%] 70.3 8.6 7.2 1.4
19f0 v 7.9 70.2 1.2 21.9
1995 w 18.8 2.4 73.8 2.6
VW 3.0 18.8 17.8 74.1
%] 67.9 4.6 4.5 0.2
19¢95 v 10.2 67.5 0.8 10.2
2000 W 17.5 1.8 75.6 5.0
VW 4.3 26.1 19.1 84.6
%) 69.1 7.1 6.8 1.9
2(100 \ 8.0 65.3 43 33.2
2005 w 17.7 2.0 70.3 5.2
VW 5.2 25.6 18.6 59.7
Taoauua B.1. KoadduureHTs Bapyualiiy AJIs 4acTOT MEPEXOIOB 3a 25 JieT HaboaeHuit, %
HavanbHoe cocTostHYe
KoneuHoe cocTostHue
%) \% W vw
%] 4.5 28.5 24.5 98.4
A" 37.1 12.3 70.5 53.0
W 10.2 59.9 4.4 58.0
A\ 44.5 32.0 10.6 15.2
Ta6uuua B.1. [lanHbie 1715 pacuyeTa KpuTepusi MaHTens1—XeH3est
Howmep (w1ar) nepexona, /8 Yucnio nepexonoB Ha miare /, »; O06beM BbIOOPKH, N, _ | Yacrora, p,
1 81 359 0.2256
2 100 454 0.2203
3 91 511 0.1781
4 97 508 0.1910
5 96 515 0.1864
Hroro: 465 2347

l'[puMeqaﬂne. § HepBbIﬁ yuer 1980 r. cuuraem HYJICBBIM, ITOCKOJIBKY JAaHHBIC O II€PEXoJaX MEXKIY COCTOAHUAMU ITOABJIAIOTCA TOJIBKO
B ITOCJICAYIOIIUX y4ye€TaXx.
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COBMECTHAS IMHAMUKA TIONVYJIALMUN YEPHUKU U BPYCHUKU

Torma, cornmacHo hopmyde (5), 3HadeHUE CpeTHE-
B3BElIEHHOM YacToThl p = 465/2347 = 0.1981. A nox-
CTaHOBKa YacToT p; U 3HaueHus p B ¢opmyny (B.1)
naeT 3HaYeHre Tecta MaHTenst—XeH3ensd — 4.02, 9to
menbmie 2k = 10. BerBonm: oobemmHeHHAsT BBIOOpPKA
OIHOPOIHA.
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Joint population dynamics of Vaccinium myrtillus and V. vitis-idaea
in the protected post-fire Cladina—Vaccinium pine forest. Markov model
with averaged transition probabilities

A. A. Maslov* *, D. O. Logofet® 5 **

“4[Institute of Forest Science, RAS
Sovetskaya St., 21, Uspenskoe, Moscow Region, 143030 Russia

b Institute of Atmospheric Physics, RAS, Laboratory of Mathematical Ecology
Pyzhevsky Lane, 3, Moscow, 119017 Russia

*e-mail: amaslov@ilan.ras.ru
**e-mail: danilal@postman.ru

The joint population dynamics of cowberry (Vaccinium vitis-idaea) and bilberry (V. myrtillus) was studied in
a protected sub-xeric Cladina-Vaccinium type pine forest (boreo-nemoral zone) at the middle and late stages
of post-fire succession. The sampling design features a large sample size on permanent transects, a 5-year re-
examination interval, and the use of species rooted frequency on small (20 X 20 cm) quadrats during 25 years.
We propose a discrete Markov chain as a model of how the species replace each other on the quadrats. It has
the following four states: both species being absent on the quadrat, one of them being present alone, and both
being present jointly. All possible transitions between the states are revealed to realize in quadrats for one time
interval, as well as the absence of transitions at each state, which results in the complete digraph (directed
graph) of transitions. The frequency of transitions from one state to another varies between observation inter-
vals, but the calculation of the Mantel—Haenszel statistical test shows that the samples are homogeneous for
the most variants of transitions. This has enabled us to switch from averaging the transition matrices to aver-
aging the transition probabilities. We have revealed a unidirectional trend in temporal changes for three of the
chain states: the share of quadrats with V. myrtillus only and the share of quadrats with two species are con-
stantly increasing, while the share of “empty” quadrats decreases. The fourth state (sites with V. vitis-idaea
alone) has a local maximum at the middle stages of succession, after which its share decreases. The terminal
stable outcome of species dynamics is expected to be a distribution where 29.1% of quadrats are occupied by
the Vaccinium myrtillus alone, 15.2% by V. vitis-idaea alone, 44.4% by the both species, and 11.3% be species-
free. The results confirm that the coexistence of V. myrtillus and V. vitis-idaea can be stable at the final stages
of succession. Several stages of succession are described: first, the stage with little participation of dwarf
shrubs, then the one predominated by of V, vitis-idaea, and finally, dominated by V. myrtillus (though quadrats
with both species together prevail). The total time of post-fire succession in a sub-xeric Cladina-Vaccinium
pine forest (in the boreo-nemoral zone) is estimated at approximately 140 years (until the state is attained that
differs from the equilibrium state by less than 5%). From the forest typology point of view, the modeling out-
come means a gradual transformation of Cladina-Vaccinium pine forest into Vaccinium and further into Vac-
cinium-Mpyrtillus type pine forest.
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