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Xapvrosckuti nayuonanvhbiid ynugepcumem um. B. H. Kapazuna

UCCJIEJOBAHUE YCTOMYABOCTH
I'EMUKJ/IOHAJIBHBIX ITOITYJIAIIMOHHBIX CUCTEM
I'MBPUJOI'EHHOI'O KOMIIIEKCA 3EJIEHBIX JIATI'YIIEK
TP IOMOIIN UMUTALIMOHHOI'O MOJAEJINPOBAHUSA

IIpoananu3npoBaHoO MOHATHE YCTONYMBOCTH B 3KOJIOIMM M MaremMaTuke. O00CHOBBIBaeTCsl TPaK-
TOBKA YCTOIYMBOCTH KAK CIIOCOOHOCTH CHCTEMbI 0CTABATHLCSI B OrPaHMYeHHOH 30He (a30BOro MPoCTPaHCT-
BAa, COOTBETCTBYIOIIIEH ONpe/eIeHHOMY THITY PAacCMAaTPHBAEMbIX CHCTEM. JTOT MOAXO/ NPHMEHEH [Is1 OIH-
caHMsl M3MEHEeHHUii COCTaBa reMHKJIOHAIBHBIX IONY/ISNHOHHBIX CHCTeM THOPHIOTeHHOT0 KOMILJIEKCa 3eJie-
HbIX Jsaryumek (Pelophylax esculentus complex). Ucnonb30BaHa HMMHUTANMOHHAs MO/eJIb, IOCTPOCHHAs HA
PeKYPPEHTHBIX Pa3sHOCTHBIX ypaBHeHusX B MS Excel. Onucana nmHaMuka nepexofioB B 4acTu (pa3oBoro
NMPOCTPAHCTBA TeMHKJIOHAJILHBIX MOMYJISIIHOHHBIX CHCTeM 3eJleHbIX JsArymek. Ilpoanaansnposana Tumo-
JIOTHs1 COCTOSIHMIA YCTOHYMBOCTH OHOCHCTEM.

M. O. Kpasuenko, . A. [llabanos, M. B. Bnagumupoga, I'. M. JKontkeBua

Xapxiscokuii Hayionanvruu ynieepcumem im. B. H. Kapasina

JOCJIIXKEHHS CTIMKOCTI TEMIKJIOHAJIbHUX MOMYJIAIIAHUX
CUCTEM I'lbPUJOI'EHHOI'O KOMILIEKCY 3EJIEHUX ’KAb
3A JOITOMOI'OIO IMITAIOIMHOI'O MOAEJIOBAHHSA

IIpoananizoBano MOHATTA cTiiikocTi B exoJiorii Ta MaTemMaTuli. OOIPYHTOBYETbCS TPAKTYBAHHS
CTIMKOCTI SIK 31aTHOCTI CHCTEeMH 3aJUIIATHCS B 00Me:KeHiil 30Hi ¢a3oBoro npocropy, 10 BiANoBigae nes-
HOMY THILy CHCTeM, siKi po3riisiiaioTbes. Lleil migxin 3acrocoBanuii 17151 onucy 3MiH CKJIaAy reMiKJI0HAILHUX
MOMyJISIiifHUX cHCTeM TiOPUIOreHHOr0 KoMIuIeKcey 3ejieHuXx kad (Pelophylax esculentus complex). Bukopu-
CTaHo imMiTauiiiHy MojeJb, I00Y10BaHY Ha PeKypeHTHHX pisHuleBuX piBHAHHAX B MS Excel. Onucano nu-
HaMiKy nepexofiB y yacTuHi ¢a3oBoro mpocropy reMikJOHAJbHHX NOMYJISALIAHUX CHCTEM 3eJIeHUX Kal.
IIpoananizoBano THNOIOriIO CTaHIB cTiliKkocTi OiocucTem.

M. O. Kravchenko, D. A. Shabanov, M. V. Vladimirova, G. M. Zholtkevych
V. N. Karazin Kharkiv National University

INVESTIGATION OF THE STABILITY OF HEMICLONAL
POPULATION SYSTEMS OF WATER FROGS HYBRIDOGENEOUS
COMPLEX BY THE MEANS OF SIMULATION MODELING

The concept of stability used in ecology and mathematics is analyzed. Stability is interpreted as the
ability of the system to remain in a restricted zone of a phase space that corresponds to a certain type of
systems. This approach is applied to describe changes in the structure of hemiclonal population systems of
hybridogenous complex of water frogs (Pelophylax esculentus complex). Simulation model of these
population systems built on a recursive difference equations in MS Excel is used. The dynamics of transitions
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in the part of phase space of the hemiclonal population systems of water frogs is described. Typology of
stabile states of biosystems is analyzed.

BBenenne

Jlist moaBmsromero OONMBITMHCTBA OPraHU3MOB C TOJIOBBIM Pa3MHOXKEHHEM Xapak-
TEpHO 00pa30BaHHUE TOMYJISAINN, KOTOPBIE BXOAAT B COCTaB OMOTHYECKHUX coo0IecTB. Ocodn
BHYTpPH TOMYJISIUU 00bEANHEHBI OOIIHOCTHIO TEHO(MOH/Ia U COBMECTHO YYaCTBYIOT B IOITY-
JISIIIMOHHOM BOCIIPOM3BOJICTBE. [lomymsiiimu B coOOIIIECTBE COCTOSAT B Pa3HOOOPA3HBIX OTHO-
IIEHUsIX, OT KOHKYPEHIIMU 0 SKCIUTyaTallid W MyTyanm3ma. YacTe cooOmecTBa, 00beu-
HSIOIIAS KOHKYPUPYIOIIHE MOMYJIALNH, HCIIONB3YIOIINE OWH U TOT K€ PECYPC, MOXKET 00pa-
30BBIBaTh T'MJIBIUH. [lepeunciieHHbIC YPOBHH OpraHU3alul OMOCHUCTEM (IIOIMYJISIUS, THIIb-
IIWist, COOOIIIECTBO) MOXHO CYATATh TUMHMYHBIMU. OHAKO ISl HEKOTOPBIX TPYIIIT OPraHU3MOB
XapaKTepHBI U UHbIe, HEOOBIYHBIE YPOBHHU OpraHm3anuu oruocucteM. K nx guciy npunaze-
JKaT eBPOTEHCKHUE 3eTIeHbIe JIATYIIKH, Pelophylax esculentus complex.

Haseanue Pelophylax esculentus (Linnaeus, 1758) npuHauiexkuT He BUIY, a TUOPHIY,
KOTOPBIN 00pa3yeTcs MpH CKPEIUBAHNH JBYX POIUTENBECKUX BHIOB: P. lessonae (Camerano,
1882) u P. ridibundus (Pallas, 1771). lnst P. esculentus XapakTepHO TeMHUKIIOHAILHOE HacIe-
JIOBaHHUE, IPH KOTOPOM B TaMeThI (TIOJIOBBIC KIIETKH) MIEPEXOAUT WIIH TEHOM (XPOMOCOMHBIN
Habop) P. lessonae, nnn reaoM P. ridibundus, a He peKOMOMHAHTHBIE TEHOMBI, COCTOSIIINE U3
CMECH POIUTENBbCKUX TeHOMOB, KaK 3TO MPOUCXOIUT Y TTOABIISIONIET0 OOIBITMHCTBA Opra-
HU3MOB C TIOJIOBBIM pazMHOkeHueM [17; 20]. Mul mpuaMMaeM jist TeHoma P. lessonae 060-
3HaueHwue L, a ;uist renoma P. ridibundus — R, mpyuueM KIOHATBHOCTh Mbl 0003HaYaeM 3aKJIFO-
YeHHEM CHMBOJIA TeHoMa B ckoOkwm: (L) wm (R). IIpu ckpemuBaHuy ¢ OCOOSIMHA POIUTEIh-
CKHUX BHJIOB T€X TMOPHUIOB, KOTOPBIC MEPEIAOT reTepocnenupUuHbIi reHOM (TO €CTh TE€HOM
JOPYroro pOAMTENBCKOTO BHUIIA), BCE IIOTOMCTBO COCTOMT M3 THOpumoB: RR X R(L) — R(L).
Krnonanbablii reHOM (L) B 000X TIOKOJICHUSX OITHAKOB, 3 PEKOMOWHAHTHBIE TEHOMBI — R —
«TrepecoOuparoTes 3aHOBO IIPH TIEepeiave U3 MOKOIEHHS B TIOKOJICHHE y 0co0el poanTesh-
CKUX BUJIOB.

Jist 3eNIeHBIX JSTYIIEeK XapakTepHO 0Opa3oBaHWE IMOIMYJISIMOHHBIX CHCTEM, TJIE COB-
MECTHO OOWTAIOT W Pa3MHOKAFOTCS KaK MPEACTABUTEIH POIUTENBCKIX BUIOB, TaK U Pa3HO-
o0pa3Hble TeMUKJIOHATIBHEBIC THOpUALL. Hampumep, B CeBepcko-ZloHEKOM IIEHTpE pa3HO00-
pasus 3eneHbIX Jisryinek [17], momumo ocobeli ¢ reHoTurnoM RR (TO eCTh MpeCTaBUTEINCH
P. ridibundus), Bctpevarorcst aututonanbie THOpuab! (L)R, L(R), (L)(R), a Taxke TPUTLIOW/I-
Hele THOpuabl LLR n LRR. Cpean HEMoJI0BO3peENbIX 0co0el BCTpedaroTcs OAUHOYHBIE TeT-
partonnsl LLRR w ocobu LL (to ecth P. lessonae). BaxHo, 4to ocodu P. lessonae, BO3HU-
Kalolye OT CKpenmBaHus ocobei (L)R, oka3bIBalOTCS HEeXKU3HECTIOCOOHBIMU. Hexw3Heco-
COOHOCTh OCOOCH POIWMTENBCKAX BHIIOB, MOJMYYHBINNX 00a CBOMX IeHOMa OT POIUTEIICH-
THOPHIIOB, PETHCTPHPOBAIACH U B PYTUX perronax [20].

O4eBUTHO, YTO MMOIOOHBIC CUCTEMBI, T U3 MIOKOJICHHS B TIOKOJICHUE TIEPEIAFOTCS KaK
KJIOHAJIbHBIE, TaK 1 PEKOMOMHAHTHBIE TEHOMBI Pa3HbBIX BHUIOB, PUHAIEXKAT K 0COOOH Tpy-
ne OMOCUCTEM M 3aCITy’>KUBAIOT 0cOo00r0o Ha3BaHus. MubI mpemtoxkwy [16; 17] Ha3pBaTh UX
TeMUKJIOHATLHBIME TIONyJIsuoHHbIMU cucteMamu ([TIC).

I'TIC He ABASIOTCS MOMYJANUSMH, TaK KaK OHH BKJITFOUArOT 0coOu pa3HbIXx BUaoB. I TIC
HE SABJISAIOTCS THJIBJMAMH U COOOIIECTBAMH, TaK KaK OOBEIMHEHBI MPOIIECCOM COBMECTHOTO
Boctpou3BoicTBa. JluHamuka ['TIC ommyaercs OT AMHAMUKY TOMYJISIHINA, THIBAUNA U CO00-
mectB. OmpauM u3 ceactBuid Toro, 4to I'TIC siBisieTcst 0coObIM ypOBHEM OpTaHHU3AIH OHO-
CHCTEM, CYIIECTBOBAaHHE KOTOPOTO OCO3HAaHO COBCEM HENABHO, SIBIISIETCS WX 3HAYUTEIHHO
MEHBIIIAs! H3YYEHHOCTH 110 CPABHEHUIO C TUIMMYHBIME YPOBHIMU OMOCHCTEM.
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Ienp maHHOM PabOTHI — OIIEHUTH paszaudHble cocTossHus ['TIC ¢ ToUKH 3peHus uX yc-
TounBOCTH. [IpenBapuTENbHBIM YCIOBHEM TAKOTO aHATH3A SIBJIICTCS] PACCMOTPEHUE CMBIC-
J1a, KOTOPBIA BKJIAIBIBACTCA B TIOHATHE «yCTOMYMBOCTD.

AHaJIN3 NOHATHS YyCTOHYMBOCTHY»

IloHsiTHE YCTOHYMBOCTH CTaJO0 OOHUM M3 BAKHEWIIMX SKOJOTMYECKHX IOHATHH C
PaHHUX 3TANoOB Pa3BUTHs 3TOM Hayku. OHO OBLIO BaXKHBIM IJISI TEOPUH KJIMMAaKCa PacTu-
TenbHBIX coobmects ®@. Knemenrca, nosBuBieiics B Hadaiae XX Beka [19, mut. mo 13].
B. H. Cykaues [14] onpeznernsit yCTOHYUBOCTh PaCTHTEIBHOTO COOOIIECTBA KaK CIIOCOOHOCTb
«COXPAaHSATh CBOM COCTaB M CTPOH B T€UEHHE NMPOMOKUTEIHHOIO BPEMEHH. JTa YCTOWYH-
BOCTB 00YCJIOBJIEHA CITIOCOOHOCTBIO COOOIIECTBA K CAMOBO30OHOBIICHHIO.

HecMoTpsa Ha mHTEpec K MOHATUIO YCTOWYMBOCTH B 3KOJIOTHH, CUUTATh €r0 SICHBIM,
VBB, IpeKAeBpeMeHHO. [IpruBeneM 1Ba BbICKa3bIBaHUS aBTOPUTETHBIX aBTOPOB. «K coxaie-
HUIO, TEPMUH «yCTOMYMBOCTBY CIMIIKOM YacTO OCTABAJICS PACIUIBIBUATHIM U HEOIIpE/IeIIeH-
HeIM» [11, c. 324]. «DOKonorn yIMBUTETHHO HEBEXECTBEHHBI BO BCEM, UTO KacaeTcs YCTOM-
YUBOCTHU NMPUPOIHBIX CUCTEM: KaKHE BHYTPEHHUE MEXaHU3MBI COOOIIECTB B 3TOM YYacTBYIOT
1 KaK OHU JeHCTBYIOT?» [12, ¢. 394].

P. Puxrnedc mpoBomuT aHAIN3 TOHATHUS «yCTOHUMBOCTEY. «Y CTOMYUBOCTD, IPHCYIIYFO
JTAHHON CHCTEME, MOXKHO ONPENENUTh KaK OTHOIIEHHE MEKAY M3MEHYMBOCTBIO B Cpele U
M3MEHYHMBOCTBIO B caMoii crcteme» [12, ¢. 378], moauepkuBasi, 4To 3TO omnpeaeneHue ((pax-
THUUYECKH, TOBOpsiIiee 0 OY(PEepPHBIX CBOHCTBAX CUCTEMBI) TPYTHO MPUIIOKHUTH K MOMYIISAIAN 1
coobuiecTBy. [Ipoie MOHATh 3TOT MOAXOMA Ha IPUMEPE, OTHOCSIIEMCS K OpraHM3MEHHOMY
ypoBHio: P. Pukiedc npuBoauT naHHbIE O AMHAMHKE KIMMAaTHYECKUX MapaMeTpoB U AWHA-
MHKE TOJIILMHBI TOJI0BBIX IPUPOCTOB JEPEBbEB. BRIACHACTCS, UTO C ITON TOUKH 3pEHUs Aepe-
Bbsl MOTYT OBITH OOJIee WITM MEHEe YCTOWYMBBIMU K M3MEHEHHIO BHEIIHHUX YCJIOBHH. 3aTyxa-
HUE BO3MYUICHUN (CHIKEHHE KOIMWYecTBa ocaakoB Ha 50 % NMpPUBOANUT K CHMKEHHIO PacTH-
TEIBHON MPOIYKIMU Ha 25 % U K CHIDKCHHIO YMCIEHHOCTU PACTUTENIBHOSIHBIX )KUBOTHBIX
Ha 10 %) mo3BoNseT TOBOPHUTH O PabOTe BHYTPEHHUX MEXAHW3MOB, TOIICPKUBAIOLINX YyC-
TOWYHBOCTH AKOCHCTEMBI.

Puxnedc BeIgEnseT Tpu THIIA COCTOSIHUM, CBSI3aHHBIX C YCTOWYMBOCTBIO: YCTOWYMBOE
paBHOBecHE (BO3MYIICHHS KOMITCHCHPYIOTCS), HEYCTOHUMBOE paBHOBECHE (BO3MYIICHHS
YCUIIMBAIOTCS) M HEUTpaIbHOE paBHOBECHE (BO3MYIIEHHUS BHI3BIBAIOT B CHCTEME HECYIIIECT-
BEHHBIC 11 ee QYHKIIMOHUPOBaHUs U3MeHeHHs1). B koneunom utore, P. Puknedc popmymnu-
pyeT ompeneneHre, XapakTepuU3yrollee ABOWCTBEHHOCTh PACCMAaTPUBAEMOIO IIOHSTUS:
«Y CTOWYHMBOCTh — 3TO BHYTPEHHE IMPHCYINAsi CHCTEME CIIOCOOHOCTh BBIICPKUBATH M3MEHE-
HUE, BBI3BAaHHOE M3BHE, WJIM BOCCTAHABIMBATHCS Mociie Hero» [12, c. 379].

P. Yurrekep TpakTyeT ycTOHYMBOCTD IpeXke Bcero kak oydepHocts. «Mpbl Oyznem Ha-
3bIBATh MIPOIIECCHI, KOTOPBIE COKPAIIAIOT MOTEPH MOITYJISMHY, KOTa cpefia CTAaHOBUTCS Oosiee
HeOIaronpuATHON, OypepHOCThIO momysimid» [15, c. 58].

[onsiTniiHOE BBIpaKEHHE OBOMCTBEHHOCTH ()EHOMEHA YCTOHUYMBOCTH, Ha KOTOPOE
ykaspBai P. Puknedce, gaer 0. Oxywm [10, c. 66], paccMaTpuBaromivii pe3uCcTeHTHYIO YCTOH-
YUBOCTH (CIIOCOOHOCTH COMIPOTHUBIATHCS MEPTypOAMsaM) U YIPYTYIO YCTOWYHBOCTH (CIIO-
COOHOCTBH BOCCTAHABIIMBATHCS MOCIIE HAPYILEHHU) KaK IIPOSBICHNS CTAOMIBHOCTH.

M. buron u coaBTopHI [3, ¢. 325-327, a Takxe 19, p. 576-577], aHanu3upys MOHATHE
YCTOMUYMBOCTH, BBIIEIISIIOT TPU HAPhI IOHATUI:

— ynpyrocTsb (resilence) kak Mepa cioCOOHOCTH BO3BPALATHCS B UCXOTHOE COCTOSTHHE
Y COIIPOTHUBIICHHE (resistance) Kak Mepa CIOCOOHOCTH U30eraTh U3MEHEHNH;
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— nokameHast (local) m obmas ycroiunBocTh (global stability), pasmrgarommecs mo
YPOBHIO BO3MYIIEHHUM, KOTOPbIE CIIOCOOHBI KOMITEHCHPOBATh pacCMaTPUBAEMBbIE CHCTEMBI;

— nuHamMHu4eckas Xpynkocts (dynamic fragility) wmm npounocTs (robustness) oTpaka-
FOT OTHOIIICHUST pacCMaTPUBAEMOI CHCTEMBI C BHEIIHEH Cpefoi: CIOCOOHOCTh CHCTEMBI CO-
XpaHATHCA B Y3KOM HaOOpEe BHEIIHUX YCJIOBUI MM B UX IIUPOKOM JHaIa3oHe.

ABTOpBI TIPUBOAAT TpaQHUUYECKUE AHAIOTHH JUIS MOSCHEHUS HCIIOJIb30BAHHBIX VMU
TepMrHOB. Kak yka3piBaroT M. BUTOH 11 COaBTOPEI, H3yUeHNE YCTONYMBOCTH COOOIIECTB Be-
JIeTCs B 3HAYUTEIFHON Mepe C UCTIOJIb30BaHIEM MaTEMaTHIEeCKOTO MOJISTUPOBAHIIS.

B. I'. Cropoxxenko [13] npuBouT OOIIMPHEIN ITepeueHb MapaMeTpoB, COXpaHEHUE KO-
TOPBIX SIBISIETCS TIPOSIBIICHHEM yCTOWYMBOCTH OMOTEOIIEHO30B. B MX urciie KOIM4ecTBO BU-
JIOB ¥ CaM¥ 3TH BHJIBI, B3aUMOCBSI3H BHYTPY CHCTEMBI, YUCICHHOCTb OIS, 0COOEHHO-
cTU (YHKIIMOHUPOBAHUS, OJaBIeHIE BPEAHBIX (PakTOpOB U T. A. | TaBHOI 3amadeit ananusa,
KoTopelit ipoBoauT B. I'. CTOpoXkeHKo, ABIAETCS MOMCK KPUTEPHEB YCTOWYMBOIO JIECHOTO
coo0ImecTBa. ABTOp HE pacCMaTpPHUBAaeT U He KIACCU(HUIUPYET T€ COCTOSHUS CHCTEMBI, KOTO-
pBIe Jajieku OT KIMMaKca.

Kak BumHO 13 mpuBegeHHOro 0030pa, OOJIBIIMHCTBO PadoT, MOCBAILICHHBIX poOIeMe
AKOJIOTUYECKON YCTOMYMBOCTH, XapaKTepU3yeT YCIOBU, PH KOTOPHIX T€ MM MHBIE CO00-
mecTBa (MPeXkae BCEro — JIECHBIE) OKAa3bIBAIOTCS YCTOMUMBBIMA. OTHAKO KPOME COCTOSHHS
HUCTUHHOU YCTOWYMBOCTU (YCTOMYMBOTO PAaBHOBECHS) KaK HaWOOJIee IIEHHOTO COCTOSIHUS
OMOCHCTEMBI CIIeyeT HCCIIEIOBATh U MHBIE €€ BO3MOYKHBIE COCTOSIHUS. MOXKHO JTH Pa3/IelnTh
COBOKYITHOCTh BO3MOYKHBIX COCTOSTHHH CHCTEMBI Ha THITBI, OTIMYAOIINECS C TOYKH 3PEHUS
WX JUHAMHUKHA U YCTOWIUBOCTH?

Jist pemieHust 3Toi mpoOsieMbl HEOOXOAUMO MPHBICYD allapar aHAIN3a yCTOWYHBO-
CTH, Pa3BHUTHIN B MaTeMaTuke. PaccMaTprBaeMOMY TIOHATHIO «HE TIOBE3IIO» U 37I€Ch: «YCTOM-
YUBOCTh — TEPMHH, HE MMEIOITHM YeTKO OMPENeICHHOTO comepkanms» [9, ¢. 604]. Kmaccu-
YECKHM OIPEACIICHUEM TTOHATHUS «yCTOMYMBOCTEY SIBISIETCS TO, KOTOpOe ObUTo 1aHo B 1892 .
co3JaTeseM TEOpUU YCTOMYMBOCTH ABWXEHUS AJekcaHapoM MuxaitnoBudyem JIAmyHOBBIM
(mouteHTOM, a TIO3XKE — TMpodheccopoM XapbKOBCKOTO YHHBEPCHUTETA, HBIHE HOCSIIETO WMS
B. H. Kapazuna). YcroitunBocts onpeaessuiach A. M. JISIITyHOBBIM C TOUKH 3pEHUS BO3/ICH-
CTBHI BO3MYIICHUI Ha JABIKEHHE C OMpPEIeICHHBIMU HavalbHBIMU ycioBusMu [8]. Tlpume-
HEHHE TaKOoro MOAXOJa K ONMMCAHUIO JHHAMHUKH OMOCHCTEM CTAJKMBAETCS CO 3HAYMTEITHHBI-
MH CJIOKHOCTSMH U HE BIIOJIHE COOTBETCTBYET CIIOXKHMBIIEHCS Tpaauimu. [lo Hamemy mHe-
HUIO, U3 MAaTEMaTUYECKHX MOIXO0/0B K paccMaTpyBacMOMY MOHATHIO JUIS SKOJIOTHH ITOJIE3-
Hee Bcero mpescraBieHne o0 ycroiunBocTr 1o JK. JI. Jlarpamxky, KoTopoe SBISieTCS 4acT-
HBIM ClTydaeM ycToamBocTH 1o A. M. JlsamyHoBY [5]. C 3TOM TOYKH 3peHUS yCTOWIMBOCTD
SIBIISIETCSI CIOCOOHOCTBIO CUCTEMBI OCTAaBaThCS B OTPAaHHUUYCHHOH obyacTi cBoero (ha3zoBOro
MIPOCTPAHCTBA.

@Da30BBIM MPOCTPAHCTBOM B JaHHOM CITydae Ha3bIBAETCS COBOKYIHOCTH BO3MOXKHBIX
COCTOSIHWI CHCTEMBI, OIIMCAaHHBIX C MOMOIIBI0 Habopa ee MepeMeHHBIX COoCTOosHUA. Bribop
MEPEMEHHBIX, 3aJafoIuX (a30Boe MPOCTPAHCTBO, MO3BOJAET, HAIPUMEp, PaccMaTpUBAThH
YCTOWYHMBOCTH COOOIIECTBA U C TOYKH 3PSHHS YMCIIa €0 BUJIOB, U C TOUKH 3PEHUS ITOCTOSH-
cTBa ero cTpykryphl. CyTh (peHOMEHa YCTOHYMBOCTH OCTAETCS TP STOM OJHON M TOM XK€,
MEHSETCSI TOJIKO HA0Op KOOPAWHAT, B KOTOPOM HCCIIEYEeTCs TPAeKTOpHs U3MEHEHHH Hccie-
JTyeMOI CUCTEMBI.

Takoe MOHATHE YCTOWYMBOCTH BIOIHE COOTBETCTBYET MPAKTHKE €ro MPHIMEHEHUS B
9KOJIOTUYECKUX HccienoBanusx. Hampumep, xots @. Knementc u He dopmynupoBan cBou
B3MJISIABI TAKUM 00pa3oM, yCTOMYMBOCTD KIMMakcHOTo coodmecta no @. Kiiemenrcy Mox-
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HO OIPEJEINTh KaK CIIOCOOHOCTH COOOIIECTBA COXPAHSTH C TEUEHUEM BPEMEHHU ITOCTOSIHHBIM
CBOH THII (Ha KaKO} ObI TUIIOJIOTHH HE OCHOBBIBAJIOCH BBIJIETIEHUE 3TOTO THIIA).

K onmcanHOMy moaxomy OJM3Ka TPAKTOBKA YCTOWYMBOCTH T'€OCHCTEM, MpUHAIJIEKa-
mast A. JI. Apmarmy [1]. OH BRIIENSET yCTOWIMBOCTH I, TO €CTh HEM3MEHHOCTh, HHEPTHOCTD,
a Takxke ycroiunBocTs I, To ecTh criocoOHOCTH IPOTHBOCTOSTH BO3MYIIEHUsIM. C yCTOWYH-
BocThIO 11 cBsi3aHO moHATHE OacceifHa yCTOWYMBOCTH. JTO «00acTb B aOCTPaKTHOM MHOTO-
MEPHOM IPOCTPAHCTBE, IOCTPOCHHOM Ha OCSIX NIEPEMEHHBIX COCTOSIHUSI, M3 BCEX TOYEK KOTO-
POIl mepexoHbIN NPOLEeCC IPUBOAUT CUCTEMY B OHO U TO K€ PaBHOBECHOE MJIM FOMEOCTa-
THUYECKOE COCTOSTHHEY.

A. JI. Apmanz BbLIeNsIeT HECKOJIBKO THIIOB COCTOSIHMI PaBHOBECHS, IIPH KOTOPBIX HE
MPOUCXOAUT CAMOPA3BUTHUSI PACCMaTPUBAEMOM CHCTEMBL. JTO PaBHOBECHE YCTOWYMBOE, He-
ycToH4HBOE, 6€3pa3IyHoe, IUKINYECKOoe, THHaAMIYecKoe U MoABMKHOe. [lepBbie Tpu Tuma
paBHOBECHsI COOTBETCTBYIOT TeM, KOTopble BeiaensieT P. Puknede. B ciyuae nukmiyeckoro
paBHOBECHsI CUCTEMa PEryJIIPHO BO3BPALLIACTCS B OAHO U TO ke cocTosiHue. CIoKHee BCEro
TIOHATH JBa TOCIETHUX THMA. «/[MHamMI4yeckoe paBHOBECHE — COCTOSHHE CHCTEMBI, B KOTO-
POM TPOTHBOMOJIOKHO HaIpaBJIEHHBIE MPOLECCH] (IIPUBHOC M BBIHOC BEILECTBA U 3HEPIUH,
OpraHu3alys U JIe30praHu3anysi) B3auMHO CKOMIIeHCHpoBaHbl. [loaBikHOE paBHOBecHe —
TPACKTOPUSI CUCTEMBI B IIPOCTPAHCTBE COCTOSIHUM, II0 KOTOPOI CHCTEMa CIIeIyeT 3a U3MEHe-
HHEM BXOJHBIX MEPEMEHHBIX (()aKTOPOB), COXPAHSISI B KaXKIBIi MOMEHT BPEMEHH COCTOSIHUE
paBHOBecust ycroitunBoro» [1]. Korna peus uzmer o 6uocucremax, BCIKOE UX PaBHOBECHOE
COCTOSIHME SIBJISICTCS] AMHAMUYIECKUM. AJIbTEPHATHBON TMHAMUYECKOMY PAaBHOBECHIO SIBJISIET-
cst yeToiumuBOCTh I, TO ecTh crarnyHoCTh. C HaIlleld TOUKH 3PEHMS, IS TOTO, YTOOBI OMUCATh
Pa3HUIly MEXIy yCTOMYMBBIM M TOJIBIKHBIM PaBHOBECHEM, HEOOXOIMMO Pa3ACIUTh BIIHS-
IolIMe Ha cucTeMy (hakTOpbI HA BHEIIHUE U BHYTPEHHHUE. Y CTOWYMBOE PaBHOBECHE — ATO pe-
3yJIbTaT YPAaBHOBEIIMBAHMA BHYTPEHHUX (DaKTOpOB, a MOABM)KHOE PAaBHOBECHE SBIISCTCS
CIIEJICTBHEM €TO CMELICHHs] BHEITHUMH (PaKTOpaMHU.

Urtak, moHsTHE YCTONYMBOCTH CHCTEMBI OKa3al0Ch TECHO CBSI3aHHBIM C THIIOJIOTHEH
COCTOSTHUI OMOCHCTEMEBI. Pa3eiB IpOCTPaHCTBO COCTOSIHUM CHCTEMBI Ha 0ACCEWHBI YCTOM-
YUBOCTH (MEXIY KOTOPBIMH PACIIOJIAraroTCsl TPAHULIbI YCTOMIMBOCTH [2]), MOYKHO TIOTYYHUTh
JUHAMHUYECKYIO THIIOJIOTHIO ee cocTostHui. [Ipu pemennn stoit 3apaun aist [TIC Pelophylax
esculentus complex OyneT nojae3Hoi UMUTALMOHHASI MOJIEb PACCMATPUBAEMBIX CUCTEM.

HNmutanuonnoe moaenuposanne I'TIC Pelophylax esculentus complex

s monmemmpoBanus quHaMUAKA [TIC 3eneHpIX JATyImeK MBI pa3paboTaar COBOKYII-
HOCTh TpeOoBanuii nonbk3oBatens k Moaenu (URD, User Requirements Definition). H3yuye-
uue auHamukd [TIC 3eneHbIX JSryIIeK OCyIIEeCTBIUIOCh METOAOM MMHUTAIMOHHOTO MOJe-
nupoBanus. s Bepudukamy pe3yapTaToB MOJIETUPOBAHHS Pa3padoTaid B TUBEPCHBIC
UMUTaHOHHBIe Mosien. CoBMecTHO ¢ A. A. JIynkoM co3aiy MyJIbTHar€HTHYIO HMHTAIIU-
onnyto Mozens ['TIC [4]. boxee ynoOHO# B paboTe B CHITy JIETKOCTH BHECCHHS B HEE H3MEHE-
Huit okazanack Mozenb I'TIC, ocHoBaHHAs HAa PEKYPPEHTHBIX Pa3HOCTHBIX YPaBHEHUSX, KO-
Topas peanmzoBaHa B cpene Microsoft Excel [6]. Omaa u3 Bepcuii 3Tol MoaenH (Ha3BaHHAS
Batrachometrics-2010) Haxomurcst B cBoOoaHOM MHTEpHET-n0CTYTIe Ha caiite LleHTpanbHOit
Hay4YHOU OMOIHMoTeKn XaphbKOBCKOTO HAIlMOHABHOTO yHHBepcutera M. B. H. Kapasuna mo
anpecy http://dspace.univer.kharkov.ua/handle/123456789/2037. BaxxHo MOI9epKHYTH, 9TO 00€
peanM3aliy MOZICINH, KaK MYJIbTHAI€HTHAs, TaK 1 OCHOBAaHHAs HA PA3HOCTHBIX yPaBHEHUSAX B
cpene MS Excel, reHepupyIOT KaueCTBEHHO CXOAHYIO IUHAMHUKY MOJIETUPYEMBIX CUCTEM.

B Monenu moctymupyercs cymectBoBanue [ TIC, cocrosimeii u3 pa3nuaHbIX GopM Jis-
rymek. B I'TIC mepemarorcss TEHOMBI, OTIMYAIOIINAECS IO BHIOBOH TPHHAIICKHOCTH
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(P. lessonae n P. ridibundus), xapaktepy nepenadd (KIOHATBHBIE 1 PeKOMOWHAHTHBIC) H TT0-
my (KeHckue U MyKckue). OT reHoMa (Habopa TeHOTHUITOB) U BO3pacTa OCOOH 3aBHUCAT Tapa-
METPBHI €€ KU3HECTIOCOOHOCTH: MaKCUMaJIbHAS TPOO0JIKUTEIIBHOCTD )KU3HH, CPOK HACTYILIC-
HUS TIOJIOBO3PENIOCTH, BBDKMBAEMOCTh B OTCYTCTBHE KOHKYPEHIIH, KOHKYpPEHTOCHOCO0-
HOCTb, PUBJICKATEIBHOCTh IS TAPTHEPOB, IUIOJOBUTOCTh U, B CIIy4ae CaMIIOB, BEPOSTHOCTh
TIOBTOPHBIX aMILICKCYCOB (COCIMHEHUH T1ap).

Ilar Mozen cOOTBETCTBYET OMHOMY Tofy. B TeueHne kakaoro roga paboThl MOJIEITH
AMHUTHPYETCS] CHIDKEHNE YMCIICHHOCTH KaXKIIOTO BO3PACTHOTO Kilacca KaKAOTo TeHOTHUIA B
TEUCHUE 3UMOBKH. EMKOCTh Cpeibl OrpaHHYMBACT CYMMAPHYHO YMCICHHOCTh WM OHOMAacCy
Bcex ocobeit B cocrae ['TIC. Eciam 4nciIeHHOCTh TOMYIISIMA TPEBBINIAET EMKOCTh CPEJIbl,
MIPOUCXOIUT €€ KOHKYPEHTHOE COKparieHue. UncIeHHOCTh KaXKI0i TPYIITBI 0COOeH CHIKA-
eTcsl 00paTHO MPOMOPIIMOHATIBFHO KOHKYPEHTOCIIOCOOHOCTH e¢ mpecTaBuTelieit. Berymnaro-
[He B aMIUICKCYC Mapbl 00pa3yroTCs B 3aBUCUMOCTH OT MPUBIIEKATEIILHOCTH 0CO0CH KaXKI0MH
rpymmsl. B pasMHOKEHUH Y9acTBYIOT BCE TIPEICTABUTEINH T10J1a, KOTOPBIH MpH HAOIFO1aeMOi
B [TIC 4nciIeHHOCTH CIOCOOEH BCTYNHUTHh B MEHBIIIEE KOJUYSCTBO aMIUICKCYCOB, & TaKKe
COOTBETCTBYIOIIEE KOJTMYECTBO MPEJCTABUTEIICH qPyroro mona. i BceX BO3MOXKHBIX COoYe-
TaHWUH TEHOTHITOB POAMTENCH 3aat0TCsl TEHOTUIIB BOSHUKAIOIINX MOTOMKOB. [lociie nmmra-
LMY BBDKMBAHUS B 3MMOBKE, KOHKYPEHTHOTO COKpAIIIEHHs, 00pa30BaHM MMap WX pa3MHOMKeE-
HUSI ¥ 00pa30BaHKsI IOTOMKOB MOJICIIb ITEPEXOIUT Ha CICAYIOIIMH 11ar (B CJCSIYIOIIEM TOYy),
Y BCS OTIMCaHHAsI TIOCIIEI0BATEIHHOCTh PACYETOB IIOBTOPSIETCSL.

Juist paboThr MoIENT HEOOXOIMMO 3a/1aTh OIPEICIICHHbBIE 3HAYEHHS TTapaMeTPOB KH3-
HECIIOCOOHOCTH ISl BCEX paccMaTpuBaeMbIX (popm Jisryiiek (moapoduee — cM. [6]). lanee B
JTAHHOW CTaThe, KPOME OTOBOPEHHBIX CITy4YaeB, MCIOJB3YIOTCS 3HAUCHUS, BBHICTABIICHHBIC B
Batrachometrics-2010 o ymonmyanuto.

dazoBoe npocrpancTBo u Tunogorus I'IIC Pelophylax esculentus complex

Tot dakr, 9To 3eneHbIe JATYIIKA 00pa3yIOT MOIMYJISIIMOHHBIE CUCTEMBI, OTIMYAl0-
IIMeECs TI0 CBOEMY COCTaBY, U3BECTEH YK€ HECKOJIbKO aecsTueruii. Camasi pacripocTpaHeH-
Hasl TUITOJIOTHS TIOMYJISILIMOHHBIX CHCTEM JIATYILEK MpeaiokeHa B 1975 r. npu yyactuu oT-
KphIBaTenst THOpUIHON npuposl P. esculentus JI. beprepa [21]. B atoit Tumnonoruu Oyksa L
0003Ha4YaeT MPUCYTCTBHE B TOMYJISIIMOHHON cucteme P. lessonae, R — P. ridibundus, a E —
P. esculentus. Hannune cpean TuOpumoB TPUILIOMOHBIX ocobeil oOo3HayaeTcsi OyKBOW f,
MIPUCYTCTBUE UCKITIOYUTEITHHO CAMOK — f, ¥ HCKITFOUHUTENBLHO caMIIoB — m [7]. MoxHO yTBep-
JKIaTh, 9TO B moiiMe peku CeBepckuii JIoHEIT B OKPECTHOCTSX OMOCTAaHIIMHA XapbKOBCKOTO
yHuBepcurerta (¢. ['afinapbl 3MUEBCKOTo palioHa XapbKOBCKOM 00J1aCTH) OOMTAET TOMYJISIH-
oHHas cuctema REt-tuma [17].

OnwucaHHBIA TOAXOJ HIMPOKO HCIIONB3YeTCS TMpU M3YYEHHH PacIpOCTpaHEHHs pas-
JYHBIX (OPM 3eNICHBIX JISTYIIEK, OTHAKO OH HE YYHUTHIBAET TO OOCTOATEIBCTBO, YTO OCOOH
P. esculentus MOTyT TIPOM3BOIUTE TaMETHI C PA3NIMYHBIMU KIOHATBHBIMH reHoMamu. CocTaB
raMeT OIpesersieT M COCTaB OyIyIIero MoTOMCTBA, M OCOOSHHOCTH TMHAMHKH PacCMaTpH-
Baemoii ['TIC.

MsI npezsiaraeM MCmonb30BaTh Ui xapaktepuctuku I'TIC coctaB mepenaBaeMbIx B
Helt reHoMoB. B manHOM pabote Mbl paccmotpum [ TIC RE-Tuma, rae n3 MOKOJISHUS B TIOKO-
JIEHUE TIepeaatoTCs peKOMOWHAHTHBIE TEHOMBI R, 1 MOTYT TlepelaBaThCsl KIIOHATBHBIE TEHO-
™Mbl (L) u (R). [loctporM nBymepHOe (ha30BOE€ MPOCTPAHCTBO, OCAMH KOTOPOTO SIBIISFOTCSI
JIOJTH KEHCKHX KJIOHAIBHBIX reHoMoB (‘L) u (*R) B o0liem KommuecTBe reHoMoB (puc. 1).
Haugany koopHAT B Takol CHCTEME COOTBETCTBYET TOMYJISIIHS R-THIIA, COCTOSINAS U3 0CO-
octi P. ridibundus. Ha ipssMoii, COeTUHSIONICH TOYKH Ha OCSX KOOPIUHAT, KOTOPBIE COOTBET-
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ctBytoT 100 % (R) 1 100 % (L), saxomsarcst ['TIC E-tuna. Touku BBIIIE 3TOW MPSMOH HE OTI-
pelereHbl, Tak Kak CyMMa TepeIatonXcsl KIOHATBHBIX TEHOMOB JUTSI HUX MPEBOCXOIUIIA OBl
100 %. OcTanbpHble TOUKH OMHUCaHHOMN MIIOCKOCTH cooTBeTCTBYIOT I TIC RE-THMA.

Aons ramet 100%-3
C KOHCneuu-
GUYHBIM
KEHCKMUM
KAOHAAbHbIM
reHoMom
('R) 80%-
60%
40%—
20%-
R-tvn
MonyanAuma T T T T !
POAUTEABCKOTO 20% 40% 60% 80% 100%

Buaa (Pelophylax

tidibundus Aonfa rameT ¢ retepocneyuPruuHbImM

XKEHCKUM KAOHAAbHbIM reHoMom (L)

Puc. 1. Tunsl nonyasiuoHHbIX cucTeM Ha ¢azoBom npocrpancTBe ['TIC, cocTosieii u3 ocodeii
P. ridibundus, a Taxixe ruépu0B, NepeJaOIIUX KEHCKHE KJIOHATbHbIE TeHOMbI 000MX BH/I0B

Ha6op cocrosanii I'TIC, moka3aHHBII Ha prCyHKE 1, — JIMIIIL YacTh BO3MOYKHOTO Pa3-
HooOpaszus ['TIC 3enenpix jsrymmek. B I'TIC ¢ ogauM pomuTeTbCKIM BHAOM MOTYT TIepena-
BaTbCS U JKEHCKHE, U MY)KCKHe KJIOHaJbHbIe TeHOMBI. [loMumo RE-tuma I'TIC moxHO pac-
cMmaTpuBarh Takke LE-tun (Habop (a3oBBIX COCTOSHHH KOTOPOrO CHMMETPHUYEH Habopy
cocrosiuii RE-tnma), a Takke LER-tumn. Hakorerr, B ['TIC MoryT mpHCyTCTBOBAThH pa3imd-
HBIE TPUTUIOUIHBIE THOPUIBI.

XapaKkTepuCTHKa TOHATHS YCTOWYMBOCTH TpeOyeT KOHKPETH3allMd BO3MYILCHHI,
BIMSIIONINX Ha paccMatpuBaeMyto cucremy. st cocraBa I'TIC Bo3aMyIieHHueM SBISIETCS BbI-
3BaHHOE BHEITHWMH OOCTOSTENHCTBAMH W3MEHEHHE YMCIIEHHOCTH TPEICTaBICHHBIX B Hel
¢dopMm ocobeit. B paccmarpuBacMoM (ha30BOM MPOCTPAHCTBE TAKUMU BO3MYILECHUSIMH SIBIISI-
torcst nodasienus B ['TIC ocoleit P. esculentus, nepeqaronpx KeHCKUE KIOHAJIBHBIE TEHO-

st QQCLYR, SSCD)'R, QLR u S3'LR).
Tpaucdopmanuu I'TIC RE-Tuna ¢ KeHCKUMH KJIOHAJBLHBIMI FeHOMaMu

[Momynsiimst R-TUa MOXKET HaXOAUTHCS B CTAIIOHAPHOM COCTOSIHUH HEOTPaHMIEHHOES
spemst. ITpu noGasnernn Q9 LE*R) wm S3 L(*R) cucrema depes HeCKOIBKO JIeT BO3Bpa-
maeTcsl K MpeKHEMY COCTOsIHHIO. B otHOIIeHnn storo Bosmymenus [ TIC Haxoaures B co-
CTOSTHUM YCTOIYMBOTO PAaBHOBECHSI.

[pu nonaganuu B nomnyssinmto P. ridibundus Xots Obl 0HON 0co0H, Tepenaronieii re-
HoM (*L), B Heil HaUMHAIOTCA HEOGPATHMEIE TIPE06Pa3oBaHKs. Bee IOTOMCTBO OT CKpEIHBa-
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HUSL 0cO0€ pPOUTEHCKOTO BUAA W THOPHUIOB OKa3bIBAETCS THOPHIHBIM; BCIIEICTBHE 3TOTO
JoJIst THOPUIOB OT TIOKOJIEHHST K TIOKOJIEHHIO Bo3pactaeT. [1o mepe Hakoruenus B ['TIC ru6-
PHJIOB, MEpEHOCAIINX TeHoM (*L), Bce GONbIIas 0N CKPEIIMBaHUI TIPOMCXOTUT MEKILY HH-
MH H IPHBOJINT K TOSIBIICHHIO HOXHU3HECTIOCOOHBIX 0cobeit (“L)(*L). 3aKaHumBaeTCst OMicaH-
HeIi Tiporiecc rubensto ['TIC (puc. 2).

200 o

150 s

100 p

YucneHHOCTb pasHbix hopm NaryLlek

— RR
——— R
sessnass (XL)XR
-==== ("L)'R

50

0 30 60 90 120 150
loasl UMuTaymMm
Puc. 2. Tpancopmauuu I'TIC, noyyennoii u3 nonyasiuuu P. ridibundus, B koTopy1o
HA MEPBOM IOy HMHUTALIMH J00aBJIeHA OHA § (*L)*R; oxo0.10 140-ro rona I'TIC nornéaer

Ha pucynke 2 mmirocTpupyercst mepexol CUCTEMbI U3 COCTOSHHS HEYCTOIYMBOTO K
no6aBnenmo resoma (L) paBHOBECHS B COCTOSHIE HANPABIECHHOTO H3MEHEHHS, XapaKTepH-
3yloleecs BospactanueM o ocobeit (“LYR u (*L)'R. Pe3ynpraToM 3TOr0 mporecca sBJisi-
eTcsi THOEITh BCEH CHCTEMBI.

Io mepe Hapactanus B I'TIC momu renomos (*L) cucTeMa TepsieT YCTOHYHBOCTE K TI0-
[aJIaHuIo0 B HEE TEHOMOB (XR), TaK Kak I10 MPUHATEIM B Mojienn Batrachometrics-2010 ymon-
qanmsam oco6u (“L)(*R) sBistiorest xu3HECTTOCOOHBIME. UTOOBI MOSICHATH CBOICTBA CHCTEMBI
Ha paccMaTpHBaeMOM ydacTke (ha30BOro MPOCTPAHCTBA, MOXHO, Bcier 3a M. buronom u
coaBTopamu [3], BOCIOIB30BaThCs (hU3MUecKoi aHanorueli (puc. 3). HauamsHoe cocTosiHue
CHCTEMBI Ha PUCYHKE 3 SBIISIETCS yCTOWYHMBBIM PAaBHOBECHEM IT0 OTHOIIEHHIO K JI00ABJICHUIO
reHoMoB (*R) M HeyCTOIUMBBIM — 110 OTHOLIGHMIO K 100aB/NeHHIo reHoMoB (“L). B menom
TaKoe COCTOSTHHE CIEAyeT XapaKTepHu30BaTh Kak HeycToH4nBoe paBHoBecHe. [Ipy nonananuu
reHoMoB (*L) cHCTeMa «CKaThIBAETCS» B CTOPOHY YBETMUYEHHS MX JOIH U TepsieT yCTOHUH-
BOCTB K TTOMIAAHHIO B Hee TeHOMOB (“R).

Ha 90-M rojly MMHTAIMH BHECEHHE B TTOKa3aHHYIO Ha pucynke 2 I'TIC kax @ “L(*R),
Tak U & YL(XR), HE MPUBOAUT HU K KaKuUM CylllecTBeHHbIM n3MeHeHusaM. Ha 100-m u 110-m
roJax M TO, U APYToe BO3AeHCTBHE IPUBOAAT K ToMy, uTo I TIC mepexoaut kK ”HOMY COCTOSI-
HUIO, TIPU KOTOPOM B HEll mepefaeTcs 3HAUMTENbHOE KOJMYECTBO KIIOHAJIBHBIX T'€HOMOB
00oux BUJIOB (pHC. 4).

Kak BumHO u3 prucynka 4, I'TIC, B koTOpO# TiepenaroTcsi KIOHAJIbHBIE TEHOMBI 000X
BUJIOB, TIPETEPIIEBAET 3aTyXaloIe [IMKINIeCKUe U3MEHEHUSI CBOEro cocTasa. [lpu ananmsze
500 neT uMUTaMK MOKHO ObLTO OBl OomycTUTh, uTo ['TIC B KOHEYHOM HTOTE MEPEXOUT K
COCTOSIHUIO ITUKJIMYECKOTO PAaBHOBECHS, TIPH KOTOPOM OHA JBWIKETCS 10 HEKOEH 3aMKHYTOH
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TpackTopuu. [IpHBO/ISI AHAIOTHU U3 IWUHAMHKU HHBIX OMOCHCTEM, MOXKHO yKa3aTbh, 4TO CO-
CTOSIHHIO ITUKJIMYECKOTO PABHOBECHSI COOTBETCTBYIOT IUKIIMUECKUE CYKIIECCUH OHOTEOIEHO-
30B WM HE3aTyXaloIIMe IUKIMYECKUE KOJICOaHus JIByX BUJIOB B CHCTEME «XHIITHUK — JKEPT-
Bay, C 3ala3bIBAaHIEM pearupyroux Ha H3MEHEHH YiCIeHHOCTeH npyr apyra [11, ¢. 231].

Puc. 3. ®usnyeckas aHauorus cBoicTB yuactka ¢azosoro npocrpancrsa I'IIC nsarymek
(cM. puc. 1) BOIM3M HaYaIa KoopaAUHAT (nonyJjsuun P. ridibundus, nokazaHHas B BUje NIAPUKA)

Aons ramer  100%-
C KOHCneuu-
GUYHBIM
JKEHCKHMM
KNOHAABHbLIM
reH?MCIM
('R) 80%-
60%-
40%
20%-
Monynauusn 4

POAUTEALCKOIO 20% 40% 60% 80% 100%
B"f}fad, Pue;o ug lax Aona ramer ¢ rerepocneunquublxm
KEHCKHMM KAOHAABHBIM reHoMom (L)
Puc. 4. Ilunamuxa I'TIC B ¢azoBoM npocTpaHcTse:
B HavaJIe IpoLecca K nonysiun P. ridibundus nobasiena oxra @ (*L)'R, va 100-M roxy nvuTarys xo-
6aena oxra ¢ “L(*R); IPOIOIDKATENBHOCT TTOKA3aHHBIX HA PHCYHKE COOBITHIT — 500 16T MMHTAIHHI
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Onnako B cirydae paccmarpuBaemoit monenu ['TIC paBHOBecwe He MUKITMYECKOE, U
npumepHo K 1000-my rogy I'TIC nocturaer Touku ycToitanBoro paBHoBecus. CocTaB Hepec-
TOBOTO CTaja B 3TOi Touke Takos: 10,5 % ¢ *R*R, 6,9 % 33 *R'R, 53,9 % QQ (XL)XR,
16,7 % 33 (*L)'R, 8,6 % 22 “L(*R), 3,4 % 29 (*L)(*R). Drot cocras I'TIC oueHb masek ot
pPaBEHCTBA TIOJIOB: B HEM Bcero Jmib 23,6 % camiioB u 76,4 % camok. Tem He MeHee, BCe
I'TIC, Haxomsmmuecs BHYTpH TETJICOOPA3HOW 4YacTh TpaeKTOpuHu (cM. puc. 4), TPUXOJST
MMEHHO K 3TOMY COCTOSIHHIO.

A gto npoucxomut ¢ I'TIC, HaxoasmuMrcs BHE IMOKa3aHHON Ha PUCYHKE 4 «IIeTII)?
PaccMoTpuM citydaii, koraa resom (“R) no6asnsercs b Ha 120-M roxy (puc. 5).

Aoaa ramer  100%-
€ KOHCNeuu-
GUUHBIM
KEHCKMM
KAOHaNBHBIM
reHoMom
(R) B0%-
60%-
40%~
20%-
.
Nonyaauus * S F TR T PR -
POAWTEALCKOTO 20% 40% 60% 80% 100%

Bupa (Pelophylax

ridibundus AonA rameT ¢ reTepocneuHdUIHbIM

MEHCKHM KAOHaAbHBIM reHomom (L)
Puc. 5. Ilunamuka I'TIC B pazoBom npocTpaHcTBe:
B HauaJIe nporecca K nonyssian P. ridibundus nobasnena @ (*LY'R, a ma 120-m roxy — @ “L(*R);
omcas B (hazoBoM npocTpaHcTBe nerto, [ TIC Ha 215-M roxy IMHUTAIMY TONAAAET B TIPABBIA yrod,
TO ecTh TOuKYy, rzie Bce 100 % mepemarommxcs reHoMoB — resombi (L), i nornbaer

Paznoo0pasue cocrostnmii I'TIC 3ejieHBIX JATyHIEK ¢ TOYKH 3peHUS MX YCTONYNBOCTH

Hcxoast 13 U3110KEHHOT0, MBI MOYKEM BBIIETIUTh Ha M3Y4YeHHOM (Da30BOM MPOCTPAHCT-
Be coctostHni ['TIC momoxeHus: paBHOBecust U ux OacceitHsl (puc. 6). ['panuniia Mexy Oac-
CeHOM ycTOWYHMBOTO paBHOBecHs W OacceitHoM TmOemu ['TIC mpoXomauT MEXTy IeTIeH,
oncanHol I'TIC Ha pucynke 4, u 6onee mupokoii netielt, onucannoit I'TIC Ha pucyHke 5.
Pa3smecTtuB Ha HeM3y4eHHOH YacTH (Ha30BOTrO MPOCTPAHCTBA TOYKH, COOTBETCTBYIOLIHE Ha-
gabHBIM cocTostHsM ['TIC, MBI MOXeM y3HATh, K KakuM Oacceiinam orn otHocsTes. ['TIC,
JIeXKale Ha OCH OpJIUHAT, MEePEeXOIIT B HayajJo KOOPAWHAT, K Momymsauuu P. ridibundus.
PasBurne Bcex ocranpHbix [TIC, Kak 3TO HM yOUBUTENBHO, 3aKaHYMBACTCSA UX THOEIBIO B
Touke, coorBercTByRomeii 100 % (“L). Ha pucynke 6 BumHO Tpu GacceiiHa yCTOHYHBOCTH
(omMH M3 HUX COOTBETCTBYET OCH OpPAMHAT) M TPH IMOJIOKEHHS paBHOBECHS: HEYCTOMYHMBOE,
ycToitunBoe u Tubens cucteMbl. Kak HU mapaokcaabHO, COCTOSHUE HEYCTOWYMBOTO PaBHO-
BECHs TOXKE IMEET CBOM OacceiiH. DTo CBS3aHO ¢ TeM, UTo nonyisuus P. ridibundus, Oyny4n
HEyCTOHUYMBa K OJJHUM BO3MYIIEHUSIM, IEMOHCTPUPYET YCTOHINBOCTD K APYTUM.

Moxet su I'TIC HaXOOUTHCS B MHBIX COCTOSHUSX YCTOHYMBOCTH, KPOME MOKa3aHHBIX
Ha pucyHke 6? Brine Obi10 yKazaHo, uto A. JI. Apmany [1] BeiensieT B OTAEIBHBIE KaTero-
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PHH COCTOSIHUSI O€3pa3IMuHOrO U MOJBIXHOTO paBHOBecH. Kak ObUI0 MOKa3aHO, PUCYHKH 2,
4, 5 m 6 moJydYeHsl PH 3HAYCHUSX MAPAMETPOB KHU3HECHOCOOHOCTH, TIPHHSTBIX B MOJIEIH
Batrachometrics-2010 mo ymom4anuto. [Ipy n3MeHEHHN OTHOCUTENBHOM KHU3HECTOCOOHOCTH
pa3nu4HBIX (HOPM JATYILEK MEHAIOTCS U CBOMCTBA (pa30BOro mpocrpancTsa. [lpy cHkeHuu
OTHOCHUTENFHOM KH3HECTIOCOOHOCTH THOPHUIHBIX JIATYILIEK MPEUMYIIECTBO B UX Pa3MHOXKe-
HUM KOMIICHCHPYETCS MPEUMYILIECTBOM 0CO0EH POJUTENHCKOTO BHA B )KU3HECTIOCOOHOCTH.
Ipu noGasnenwn B nonyuswu P. ridibundus @ (*LY*R (To ecTh B yCIOBHAX, aHANOTMYHBIX
TEeM, TTOCIIEACTBH KOTOPHIX TMoKa3aHbl Ha pucyHke 2), I'TIC mepexoauT B COCTOSHHUE TOI-
BIDKHOTO paBHOBecHs. HarmoMHuM, 4TO, ¢ HaIlleil TOYKH 3peHHs, O MOIBIKHOM PaBHOBECHU
MOYKHO TOBOPHTH IIPU JIEWCTBUM Ha CHCTEMY BHEIIHEro (hakTopa, MPOTUBOCTOSILETO BHYT-
PEHHMM IpOLIECCaM Pa3BUTHUSI CUCTEMBL. B 1aHHOM cityuyae Mbl pacCMaTpUBaeM MOHIKEHHYTO
YKI3HECTIOCOOHOCTh THOPHUIOB KaK CPEIOBOE, TO €CTh BHEIIHEe BiusHNUE Ha TuHamMuKy [ TIC.

Aonsa ramer  100%
C KOHCNewuu-
GUUYHBIM
HEHCKUM

KAOHaABHBIM -
r?ea?:mom bacceiiH

(R) | rubeau
B0% cUCTEMbI

] bacceiiH
bacceiH o YCTOWYWBOTO

HeyCTOHYMUBOrO pagHoBecHs
paBHOBECHA ~ :

YcrouuBoe

40%- paBHOBECHE
lbeab
CHCTEMBI
20%-}
Heyctoiuueoe
paeHOBECHE
MonynAunA T
POAMTEABCKOrO 20%
E"'?%, Ptf,{c' ug lax Aons ramer ¢ retepocneurduUuHbIM

KEHCKMM KAOHAAbHBLIM reHoMom (‘L)

Puc. 6. 3oHbI (I10J10:KeHUsT pABHOBECHSI 1 MX OacceliHbI)
u3y4eHHoro (pazosoro npocrpancrsa ['TIC 3e1eHbIX JsATYyIIEK

Mopgens Batrachometrics-2010 siBnstercst nerepmunuctckoid. [Ipy ogHuX 1 Tex ke Ha-
YalbHBIX YCJIOBHUAX OHA MPUXOIUT K OXHOMY M TOMY e cocTosiHHI0. CocTosiHue Oe3pa3nny-
HOT'O PaBHOBECHS JOCTIKMIMO ITPH CTOXACTUIHOM, cirydaitHou muaamuke ['TIC. s monenu-
POBaHUsI TAKUX MIPOLIECCOB HEOOXOIMMO BBECTH B MOJIEIH CITYYaiHBIA KOMITOHEHT.

B cnenyromeit Bepcun mojenn, Batrachometrics-2011, 9ucneHHOCTD KaxXI0W TPYIIIBI
JSTYIIEK pa3 B IOl OKPYIJIETCS IO LEJIOT0 YKCIIa, IIPUYEM OKPYIJTIEHHE HOCUT BEPOSITHOCT-
HBII XapakTep (K npumepy, Benmunaa 1,7 Oyzaer okpyriena o 1 ¢ BepositHocTho 0,3, a 1o 2 —
¢ BeposTHocThIO (,7). BenencTBue BEpOSTHOCTHOTO OKPYIJIEHHS NMPHU KaXKIOH ouepenHoi
UMUTALM C OAHUMH M TEMH K€ Ha4YaJIbHBIMH YCJIOBHSMH MOZENb MOXKET MPUXOAUTH B pa3-
JIMYHBIE COCTOSIHUSL.
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Ha pucynke 7 moka3ana auHamuika Mojenu Batrachometrics-2011 B ycmoBHsSX TIOHH-
KEHHOW JKM3HECTIOCOOHOCTH THOPWAHBIX Jarymiek. C TOYKH 3pEHUs] OTHOUICHHS MEXIY
MPEICTaBUTEIAMHI POJUTEIBCKOTO BUIa M THOPUIOB CUCTEMA MIEPEXOIUT B COCTOSTHUE TIOJI-
BIDKHOTO DPaBHOBECHS: N0 PEKOMOMHAHTHBIX POAWTEIHCKUX T€HOMOB KoJeOyercs, He-
CKOIBbKO mpeBbimas 50 %. KioHansHble reHoMbl (‘L) Ha pUCYHKe 7 TPEICTAaBICHBI TPEMS
WICHTUYHBIMH TIO CBOCH XM3HECTIOCOOHOCTH M HAa4YalbHOM YMCIEHHOCTH TE€MUKJIOHAMH.
[Tpn pa3nmuuHBIX UMUTAIUSIX C OMHUMH W TEMH K€ HaYaJbHBIMH YCIOBHSIMU CyJp0a 3THX
TEMUKJIOHOB OKa3bIBaeTCs pasHo. Ha pucyHke mokasaH cityqaid, Korja YUCIIEHHOCTb OJTHOTO
W3 HUX B CUITy CITyYalHBIX PUYMH CHIKAETCS 10 HOMIA, U OH ucuezaeT u3 I'TIC.

O 100%

75%

50%

eHoMbl,KOTOpbIE Nepegatotcs B M1

fondinh | . z wd :\"‘ls-_ ;"".""‘J,.’-
:}“"‘ﬁ'ﬁ"’r’*"" ’ ""a"r‘-.’-u‘ﬂ"b.ﬁMf."-" ot # #
....... *R+'R
25% .
(L)
— X
L
MWM-, M - ( XLZ)
0% i, ("Ls)
0 100 200 300 400 500

loabl MmuTayum
Puc. 7. lunamuka mogenu Batrachometrics-2011 (c BeposITHOCTHBIM OKpPYIJIeHHEM
YHUCJIEHHOCTEH IPynn 0co0eii): MOHMKEHHAs )KU3HECTIOCOOHOCTh THOPH/IOB MPUBOJIMT K MOABHIKHOMY
PaBHOBECHIO MEXYy 0COOSMH POJUTENHCKOTO BUIA M THOPUIAMU; TP IeTepocTielin(MYHbBIX KJIOHATbHBIX
TeMHKJIOHA HAXOJSTCS B COCTOSIHUM O€3pa3uuHOro paBHOBECHS; B HAUajIe YETBEPTOTO CTOJICTHS
“MHTaIMH oauH U3 HUX ucyesaer u3 ['TIC BeneacTBue ciyyaliHbIX IPUYUH

Tunel ycTOH4MBOCTH OHOCUCTEM

ITonBons utor m3ydenuio quHaMukd [ TIC 3eMeHbIX JATyIIeK ¢ TOMOIIBI0 WMHUTAITH-
OHHBIX MOJENEH, MOXKHO TPEIOKUTh KJIACCU(HUKALUIO THUIIOB YCTOMYMBOCTH OHMOCHCTEM.
Orta knaccudukaiys B OCHOBHOM COOTBETCTBYeT B3rsinam A. JI. Apmanna [1]. Tunsl ycroii-
YHBOCTH MOXKHO Pa3JIeNUTh Ha ABe Tpymisl (puc. 8). K mepBoii oTHOCATCS Te COCTOSIHUS, KO-
TOpBIE MOTYT OBITh «IIEHTpaMU» (TOYHEEe — aTTpakTopamu) 0acceifHOB yCTOWYMBOCTH. JTO
YCTONYMBOE paBHOBECHE, UKIMYECKOE paBHOBECHE (IPUMEpPBI KOTOPOrO B JaHHOW pabdote
JIETATHO HE PacCMAaTPHBAJINCH), IMOJIBIKHOE PABHOBECHE U COCTOSIHUE THOENM CHCTEMEI.
MooxeT ToKa3aTsCsl CTPAHHBIM, YTO THOENH CHCTEMBI («HETaTHBHOE)» COCTOSHHE) OKa3hIBACT-
Csl CTOAIIEH B OAHOM DAYy C YCTOWYMBBIM paBHOBECHEM (KOTOpPOE BOCIIPHHUMAETCS Kak
«IIO3UTHUBHOE» COCTOSTHHE). POHUT 3TH COCTOSHUSA TO, YTO TIOMAB B HUAX, CUCTEMa OCTAaeTCs B
HUX HaBcerna (1o KpaiHei Mepe, oKa e¢ He BBIBEICT OTTY/a BHEITHEE BO3ICHCTBHE).

IlepexomHpie cocTosHUA 00pa3yroT OaccelHBI aTTPAKTOPHBIX COCTOSHHUHA. DTO HEyc-
TOHYMBOE paBHOBECHE, HANPABICHHOE M3MEHEHHE W Oe3pa3InvHOe paBHOBECHE. | paHMIbI

62



MeXIy OacceifHaMu (TpaHUIBl yCTOMYMBOCTH) PEACTABICHBI COCTOSHUSIMA HEYCTOWYHBOTO
paBHOBECHSL.

CoctosiHua  Yctonuusoe Luknuueckoe MoaBuxHOE MMbennb
TcucTembl:  PaBHosecue paBHoOBeCHE cUCTEMb
aTTPaKTopHbIE.
nepexoAHbIE:
Heycroituuoe  HanpaBsneHHoe BespasanuHoe
paBHoBecHe U3MeHeHWe paBHOBecue

Puc. 8. Tunbl ycroitunBocTH 6uocucTeM (PU3HUECKHE AaHAIOTHH)

Kak moxa3piBaloT pacCMOTpEHHBIE B JAHHOW CTaThe MPUMEPHI, OMUCAHHBIC TUIIBI YC-
TOWYMBOCTH HE a0COMIOTHBL. VX BBIENIEHNE 3aBUCUT OT TOTO, KaKWe TTapaMeTphl COCTOSHHUS
CHCTEMBI OTCIISKMUBAIOTCS (B KaKOH CHCTEME KOOPIMHAT CTPOUTCS (ha30BOE MPOCTPAHCTBO €€
cocrostanit). Jocturayroe ['TIC Ha pucyHKe 7 COCTOSHHE MOXKHO TPAKTOBAaTh JBOSIKO.
C TOUKM 3peHHs OTHOIICHHUS MEKIy PEKOMOWHAHTHBIMU M KJIOHAJIBHBIMU T€HOMaMH OHO
SIBIISIETCS. COCTOSTHUEM TIOJIBHKHOTO PABHOBECHS, & C TOUKH 3PEHUSI OTHOLLEHUS MEXKAY pas-
JINYHBIMHA TEMHKJIOHAMH €0 CJICAYeT CUMTATh Oe3pa3IMIHbIM PABHOBECHEM.

BoiBoabBI

I'emuxionaneHpie  nomymsiuonHble cucteMbl (I'TIC) ruOpuaoreHHBIX KOMILIEKCOB
SIBJIIIOTCS TPYTION OMOCUCTEM, OTKPBITOH COBCEM HEIAaBHO, MX M3YyUCHHE TOJIIBKO HAUNHACT-
cs. OTO M3y4YEHUE MPENOCTABISET LIEHHBIM Marepuan Uil MO3HaHMS PaccMaTpHBacMBbIX
TPYIIT OPraHU3MOB M pacIIMpsieT MOHUMaHUE OOLIUX CBOMCTB OMOCHCTEM.

B nanno#i paboTe ycTOMYMBOCTE OMOCHCTEMBI paccMaTpuBaeTCsl Kak ClIOCOOHOCTh OC-
TaBaTbCSl B ONPEACJICHHON yacTH ee (ha30BOr0 MPOCTPAHCTBA. JTa 4acTh (pa3zoBOro Mpo-
CTPAHCTBA COOTBETCTBYET OIPEACICHHOMY THITy pacCMaTpHBacMbIX cHUcTeM. Bee mpocTpan-
CTBO COCTOSTHHH OHMOCHCTEMBI MOKET OBITH pa3lieNicHO Ha OacCelHbI yCTOMYMBOCTH, COOTBET-
CTBYIOILME OINPEAEIECHHBIM aTTPAKTOPHBIM COCTOSIHUAM. [IpemiaraeMelid MOAX0A IPUMEPEH
s 9actu ¢azoBoro mpoctparcTBa ['TIC 3eneHbIX marymIek RE-THIA, KOTOpas u3ydaiach C
MOMOILBI0 UMHUTAIIMOHHOTO MozenupoBaHusi. [locTpoeHHbIE HA Pa3HON BBIYUCIUTEIBHON
OCHOBE MMHTALMOHHbIE MOJIEIH MPOJEMOHCTPUPOBAIN KAaUECTBEHHO CXOAHYIO JUHAMHKY
n3ydaeMbIx cucteM. [loka3zaHO BiMSHUE Ha PACIONOKEHHE M KOHHUIypauuio OacceiHOB
YCTOHYMBOCTH T€X YCIOBUH, B KOTOPHIX pa3BuBactcs paccMatpuBaemas [TIC.

B nanHoii paboTte mpoaeMOHCTPUPOBAHO IIECTh THIIOB COCTOSHUI YCTOHYMBOCTH OHO-
CHCTEMBI; CEABMOI TUII U3BECTEH U3 JIMTEPATYPHBIX UCTOYHUKOB. B 11e10M 311 THIIBI 00pa-
3yIOT JIB€ IPYIIIBL: ATTPAKTOPHBIE COCTOSHMS, LIEHTPhI» 0acCeHOB YCTOMYMBOCTH, U Iepe-
XOJHBIE COCTOSIHUS, KOTOPBIE CO BPEMEHEM IIEPEBOAAT PACCMATPUBAEMYIO CHCTEMY K TEM
WM UHBIM aTTPaKTOPHBIM COCTOSTHUSIM.
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