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B GonpmmHCTBE MPUPOAHBIX TOMYJSAIUN KpOME BHYTPUBUIOBONH KOHKYPEHITUU 33 PECYPCHI CPEIbI Cy-
MIECTBYET OMpeAesIeHHOE BO3ICHCTBHE XUIIHUKA. XapaKTep U HHTEHCUBHOCTh B3aUMOJICHCTBUS KEPTB C
XUITHAKAMH MOTYT BJIHSITh Ha XOJI KOHKYPEHTHOTO WJIM CUMITATPUYECKOTO BUI000Pa30BaHUs CPEIN )KEPTB
Y Ha TPOIIECCHl KOIBOIIOIMH MM COBMECTHOTO BHI000pa3oBaHus. MareMaTHieCcKiue METOJIbI IIO3BOJISTFOT
paspaboTarb MO, TOCTATOYHO TOYHO OTHCHIBAIONINE BCE ACTIEKTHl BHYTPUBHIOBOTO U MEXBHIOBOTO
B3anMOecTBHS. B qaHHON paboTe ¢ MOMOIIBI0 MAaTEMATHIECKOTO MOAEIUPOBAHHUS OBLIO MCCIEIOBAHO
BIIMSTHAE MHTEHCUBHOCTH MEKBHIOBOTO B3aMMOJICHCTBUS Ha IMPOIECC KOHKYPEHTHOTO MITH CHMIIATPHYECKOTO
BHJI000pa30BaHus y *KepTB. [10]] HHTEHCHBHOCTBIO B3aMMOACUCTBUS MTOHUMAETCS CPEIHSS OIS JKEPTB,
YHUYTOXKAEMBIX XUIITHUKAMH B €TUHHUITY BPEMEHH: Ye€M OOJIbIIIE CPEHSIS T0JISL, TEM OOJIbIIE MHTEHCHBHOCTH
B3aMMOZCHCTBYsI. B MaTeMaTndeckux MOJENsIX MHTEHCHBHOCTh B3aMMOJCHCTBUS OMPENEIseTCsl 3HadYe-
HUSIMHA MHOTHX TapamMeTpoB. M3MeHeHne 3HaueHUs] ATHX MapaMeTpoB OyleT BIMATh Ha WHTEHCHBHOCTD
B3aMMO/JIENHCTBHS.

B XoAe MpoBEACHUA I/ICCHGHOBaHI/Iﬁ OBLIO YCTAaHOBJICHO, YTO IIPU JOCTATOYHO 0OJIBILION MHTEHCUBHOCTH
B3aHMOL[eI>iCTBPIH Y KEPTB MPOUCXOAUT 3HAYUTCIIBHOC 3aMCJICHUC MPOLECCa KOHKYPEHTHOI'O BI/IJ_'[006pa—
30BaHUs. )KepTBI)I B 3TOM CUTyalluu CTPEMSATCA n30€KaTh BIUSHUS XHIIHHMKaA, MCHss CBOM aJJallTUBHBIC
IMPpU3HAKU. ,Z[pyl"I/IM Ba’XHbBIM PE3YJIbTaTOM OBLIO TO, UTO BI/I)IOOﬁpa?;OBaHI/Ie XHUUTHUKOB IIPONUCXOAUT BCJIC 3a
BI/IL[OO6pa3OBaHI/IeM Y KEPTB TOraga, Korga BEpOATHOCTbL MYTALIMOHHOT'O UBMCHCHU A aJalITUBHBIX ITPU3HAKOB
Y XUIITHUKOB 60J'II:IH€, YCM Y KCPTB.

KiroueBsle c10Ba: BHI000pa3oBaHme, )KepPTBa, XUITHUK, MEKBHIOBOE B3aUMOACHCTBIE, TMHAMUKA TOITY-
TSI, MaTeMaTHIeCKOe MOJICTTHPOBaHUE.

BBEJEHME

B npupogHbIx 3KocHCcTEMax JI0CTaTOYHO pac-
IPOCTPaHEHO B3aUMOJICHCTBHE OPraHU3MOB II0
TUIY «XUIIHUK—KEepTBa». C HEKOTOPBIMH JIOITY-
IIEHUSMH K B3aUMOJICHCTBHIO «XUITHUK—KEPTBA»
ONMM3KU OTHOLICHUS THIIA «IIAPa3UT—XO3THHY.
CoBpeMeHHast OmojorHyecKasl HayKa HaKOIHIa
0O0JIBIIOE KOJIIMYECTBO MH(POPMAIMH O TIpolieccax
KOPBOJIIOIIMU XHITHUKOB U KEPTB B €CTECTBEHHBIX
ycnoBusix (Abrams, 2000). HexoTopbie paGoThl
(Emerson, Kolm, 2005) moka3pIBafOT, 4TO YeM
0ompITIe BUIOB 00pa30BajioCh B YKOCHCTEME, TEM

ObicTpee B Hell OyAyT MOSIBIISITHCS HOBBIC BUJIBI B
CHJTY CTUMYJIHPYIOLIEH POJIK K BUA000Pa30BaHUIO
MEXBUJIOBOTO B3aMMOJENUCTBUA. DTO 00CTOSA-
TEJNBCTBO JAOMOJHUTEIBHO MPHUBIICKACT UHTEPEC K
HCCIIE0BAHUIO IPOIIECCOB KODBOJIOILUH.
Oco0y10 MIEHHOCTH MPH HCCICIOBAHUHU 3aKO-
HOMEPHOCTEH MPOIecCOB BUA000pa30BaHUs B
MOJI00HBIX COOOMIECTBAX MPEACTABIISIOT MOJE-
KyJSIpHO-TeHEeTHUeCKue AanHble. C UX TOMOIIBIO
MOXHO OTPEACIUTh BPEMsI JHUBEPTCHIMU OT
00I1Iero IpeaKa XUIIHUKOB, KEPTB, Iapa3suToB U
X0351€B B TECHO CBA3aHHBLIX cooOmecTBax. Ecau
):[I/IBepI‘eHTHaH SBOJIFOIUA XUIIIHUKOB HA BUIbI HpO-
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MCXOIMJIa BCIIe]] 32 BUA000Pa30BaHUEM Y KEPTB, TO
9TO YETKO OYIET MPOCIEKUBATHCS IPU CPABHEHUH
(HUIOreHeTHYECKUX JePEBbEB, TIOCTPOCHHBIX Ha
OCHOBE HYKJICOTHIHBIX 3aMeH. Jloka3arenscTBOM
nporecca KOIBOIMIONH XUITHUKOB 1 KEepTB OyaeT
OTU30CTH TaTHPOBOK (PHITOTCHETUYECKUX COOBITHI
Ha WX MOJICKYJISIPHBIX JICPEBBSIX.

CymiecTByeT MHOTO MPUMEPOB, KOTZa JTaHHBIC
MOJICKYJISIDHOH T€HETUKH yKa3bIBAIOT Ha YETKYIO
CBSI3b MEXJy JBOJIIONHOHHBIMU COOBITHUSAMHU Y
JKEPTB U XHUIITHUKOB, XO35I€B M ITapa3uToB (Simms,
1996; Sasaki, 2000), uTo MOATBEPKIACT PEATBHOCTh
koaBotony. OMH 13 HHTEPECHEHUIIINX TPUMEPOB
KODBOJIIOLIH B CUCTEME «XUILTHUK—KEPTBA» OMHCAH
B pabote Forbes ¢ coasr. (2009). Yuenble ycTaHOBH-
I, 9TO MyXU BUna Rhagoletis pomonella, maauHKN
KOTOPOH JKUBYT B IJI0/1aX OOSPBIIIHUKA, B TEUCHNE
KOPOTKOTO BPEMEHH CTAJIN POJJOHAYATIBHUKOM HO-
BOTO BHJIQ, TMYMHKU KOTOPOTO CTAJIN BpEIUTEIEM
SA0JOHH. DTO CTAJI0 CTUMYJOM BHIO00PA30BaHUS
y HAe3HUKOB, MTAPA3UTHPYIONIMX HA 3THX MyXaXx.
HoBble BHIBI Hae3HUKOB CTPOTO MPUBS3AHBI K
CBOEMY BUJTY MyX, SIBJISTFOLIIAXCS] BPEAUTEIISIMH JIHOO
OOspBIIIHUKA, 00 SOJOHH.

BwMmecTe ¢ TeM psin rccieoBaHu TTOKa3bIBaET,
YTO XHUIMHUKH WM Mapa3uThl MOTYT BBIOMPATH
TOJIBKO OJJHY U3 BHOBb 00Pa30BBIBAFOLIIMXCS IMHHUI
xeptB (Barker et al., 2003; Smith et al., 2004).

W3BecTHBI Citydan, KOTJ]a MOMEHTHI TTOSIBIICHUS
JKEPTBBI M XUIITHHUKA (MTaPa3UTOB U X035€B) CHIIBHO
pa3HeceHbl IO BpEMEHH, YTO TaK)KE YKa3bIBacT Ha
OTCyTCTBUE KodBOMIIOLMHU. B 03epe baiikai, Hanpu-
Mep, OOMTAIOT MPECHOBOHBIC T'YOKH M IAPa3UTH-
pyromie Ha HUX aMpUIoasl (pakooOpasHEIe), 1Mo
MOJICKYJISIPHO-TeHETHIECKUM TaHHBIM Hapa3uTH-
4yecKuii BHJ] ampuIion o6pa3oBaics ropasio paHb-
nie Oaiikanbckux ryook (Sherbakov et al., 1998;
Macdonald et al., 2005; Meixner et al., 2007).
JIOBOJIBHO CTPaHHBIM OOCTOSTEIILCTBOM SIBIISICTCS
U TO, YTO, HECMOTPsI Ha Bce OOTaTCTBO BHIOBOTO
pasHooOpasus baiikarna, Ha CETOMHATITHAN TeHb HET
HU OJTHOTO OIHMCAHHOTO IIPUMepa CTPOTON COBME-
CTHOH KOABOJIIOLIUY BUIOB, B3aUMOACHCTBYFOIIIUX
M0 IPUHIIMITY «XUITHHUK—KEPTBaY.

[IpakTHyecku BCe, YTO MPOMCXOAUT B IPHU-
POIHBIX COOOMIECTBAX, MOXKHO HCCIEI0BATh C
IIOMOII[BI0 TEOPETHYECKUX MAaTeMAaTHYECKUX U
KOMITBIOTEPHBIX Mozenei. /st onucanus 3aK0OHO-
MEpPHOCTEH M3MEHEHHUSI YHCICHHOCTH TOMYIISIAN
NpU B3aMMOJCHCTBUM «XHIHUK—KEPTBA» pazpa-

00TaHO MHOYKECTBO MaTEMAaTHYECKHUX ITOAXO0B, B
TOM 4HCJIe U 00001eHHas Moennb Konmoroposa
(Kommoropos, 1972; Ceupexes, Jloroder, 1978).
Ha ocHoBe 3THX HccieI0BaHMI psil aBTOPOB MPE/I-
JlaraeT MaTeMaTHIeCKUe U KOMITBIOTEPHBIC MOJICITH
JUTSL OTIMCAHUSI ITPOLIECCOB BOJIFOLIUN U KODBOJIIO-
LMY OPTAHU3MOB TIPH MOJ00HOM THIIE B3aMOJICH-
ctus (Takasu et al., 1993; Dieckmann, Law, 1996;
Takasu, 1998, 2003; Doebeli, Dieckmann, 2000).

OnHOM U3 caMbIX NPOCTBIX MOZEIIEH FBOJIIOLIUN
SIBJISIETCSI MOJIEITh CHUMIIATPHUIECKOTO BUI000Pa30-
Banus (Dieckmann, Doebeli, 1999; Dieckmann
et al., 2004). BumooOpazoBaHue B 3TOH MOJEIU
ITPOUCXO/TUT BCIICJCTBUE KOHKYPEHIUH 32 PECYPCHI
Cpelibl ¥ IPUBOIUT B JAIBHEHIIIEM K TIepepacIipe-
JETICHNIO DKOJIormdeckux Hutl. [ Ipu rccrenoBannm
JTAHHOW MOJIEITH OBLII0 YCTAaHOBJICHO, YTO CKOPOCTh
BH1000pa30BaHKs BO MHOIOM 3aBHCHT OT BEPOST-
HOCTH MYTalluH, IPUBOSIICH K U3MEHEHUIO a/1a1l-
TUBHBIX TIpU3HAKOB. B Ooiiee mo3aneli padore 3tu
YK€ aBTOPBI MPEUIaratoT yCIOKHEHHYI MOJIEb,
B KOTOPOW Ha TOMYJISIIHI0 OPTaHH3MOB, 3BOJIO-
MHOHUPYIOMYIO IO CIIOCO0Y CHUMITATPUIECKOTO
BH1000pa3oBanusi, BnuseT xumHuk (Doebeli,
Dieckmann, 2000). OcHOBBIBasICh Ha pe3yJibTarax
ATUX pabOT ¥ HAa COOCTBEHHBIX HCCIIECIOBAHUSIX
(Semovski et al., 2003; CemoBckuii u ap., 2004),
MBI TIpeIIaraeM HOBYFO MOJIEITh BUI000pa30BaHHUS
B MOITYJIAIASAX OPTaHU3MOB, B3aUMOICHCTBYFOIIINX
10 TUIY «XUIIHUK—KEPTBAY.

OcHoBHOI MPOOIEMOH, KOTOpasi pemanach B
XO0JIe MOJICTTUPOBAHHMS, OBLIO OIpEeICHUe Tapa-
METPOB CUCTEMBI, IIPH KOTOPBIX BO3MOXKEH TPOILIECC
KOJBOITIOIIMY XHIITHUKA ¥ KepTBHL. VccienoBancs
BOIIPOC, OT YETO 3aBUCUT BO3MOXKHOCTE TUBEPTEH-
LMK Yy XUIIHUKOB BCJIE 32 BUI000Pa30BaHUEM Y
xepTBbl. KpoMme TOro, MCClie/[0BaJIOCh BIIMSIHUEC
WHTCHCUBHOCTHU B3aUMOJICHCTBUSI (CpEHEH OH
OpPraHHU3MOB TMONYJAINN KEPTB, YHHUTOKAEMBIX
XHUIIHUKAaMH B €MHUILY BPEMEHH) Ha BHI000pa-
30BaHHE B ITOMYJISIITH JKEPTBEL.

OIIMCAHUE MOJEJIN

B cooTBeTCTBHU € UACAMHU, MPEATOKECHHBIMU
B paborax Mrwo0Oenu, [Iukmana m CeMOBCKOTO
(Doebeli, Dieckmann, 2000; Semovski et al.,
2003; CemoBckuii u ap., 2004), paccMoTpuM fBe
MOMYJISIIMA OPTaHU3MOB: XHUIIIHUKA U KEPTBBI.
Kax b1t opranusM, Kak B MOIMYJISIIIMYA XUITHUKOB,
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TaK M y )KepTB, 00J1aJaeT HEKOTOPBIM ITOJTUTCHHBIM,
HETPepbIBHBIM NPU3HAKOM: X — 3HAYCHHUE [TPU3HAKA
JKEPTB,  — 3HAYCHUE MPU3HAKa XUIIHUKOB. Eciu
B Ipoliecce Pa3sMHOXKEHUS BCTPEUAIOTCS CaMKa
U caMell U3 IOMYJISLUHU KEPTB CO 3HAYEHUSIMU
IpPHU3HAKA X| U X, COOTBETCTBEHHO, TO IPH3HAK
TOTOMKA X, ONPE/CISCTCs Kak cpefHee apudme-
THYECKOE NIPU3HAKOB POIUTENCH X, = (x| +x,) / 2
(I'uu3Oypr, 1984). AHamoruyHo ompenessieTcs
NPU3HAK [IOTOMKA XHIIHUKOB y, = (v + ;) / 2.
[Ipu3HaK OpraHu3MOB U3 HOMYJISILNY KEPTB OIpe-
JenseT afanTaluio K YCIOBHUSAM OKpY’Karomiei
CpeJibl M CIIOCOOHOCTh YWTH OT MpeciieZIOBAHUA
XHUITHAKOM. [Ipr3HaK opraHu3MOB U3 MOIMYISALUH
XHLIHUKOB OIpeieNisieT CIIOCOOHOCTh YHOTPEOIISITh
B MULIY XEPTB C ONPEACICHHBIM 3HAYCHUEM X.
B kauecTBe mpuMepOB TaKUX NPU3HAKOB MOTYT
OBITH pa3Mep Tela y JKEpPTB U pazMmep MacTH y
xuIHUKOB. [Ipy HacienoBaHMY IPU3HAKA OT POJIU-
TeNel y MOTOMKA MOXKET MPOU30MTH «MyTaLus» —
M3MEHEHHE COCTOSIHUS PU3HAKA IIOTOMKA C HEKOTO-
POH BEPOATHOCTBIO P| 111 JKEPTB U P, I XHIIHH-
KOB. 3Ha4E€HUE HOBOI'O COCTOSHUSI IPU3HAKA IIOCIIE
MyTalKK JUIs KEPTB x', OLPEENISCTCs IayCCOBBIM

pacrpe/ieIeHHeM CO CPEIHMM 3HAYCHHEM X, M OTKJIO-

Xmax

[ o= xv, ()

HeHueM o,,. [lapamerp G,, onpezenser MyTalloH-
HBII pa3Max M3MEHEHUs MpU3HaKa. Y XUIIHUKOB
MYyTAllHOHHOE W3MCHCHHE 3HAYCHHUS MpPHU3HAKA
MPOUCXOUT AHATIOTUYHO TAKOBOMY Y JKEPTB C TEM
’Ke 3HaUeHHeM napamerpa 6,,. [Ipu pasMHOoXKeHnn y
XHIITHUKOB 1 Y )KEPTB CAMKH C CaMIlaMH 00pa3yIoT
PETPOIYKTUBHBIC MAphI, KAK/as caMKa BEIOMpaeT
cebe camua ¢ BEPOSTHOCTBIO 1 — /(x; — x,)2/ M,
IZI€ X| U X, — 3HAYEHUS IPU3HAKOB CaMIa U CAMKH.
[MapameTp M onpenensieT MPU3HAKOBYIO H30JISIIHIO
MEXJy opraHu3mMaMu. Eciiu mpu3Haku caMKH |
camIia OTJIMYar0TCs 00JIbIIIe, YeM Ha M, TO rapy OHU
o0pa3oBarh HE MOTYT. 3HaueHUE M B MOJEIU IS
XHIITHUKOB U JIJIs1 )KEPTB ofiHAKoBO. Clenyer 3ame-
THTb, YTO TI0 OMOJIOTMYECKOMY CMBICITY 3HAYCHHUEC
napamerpa M JTOMmKHO ObITh 3HAYUTENLHO OOJBIIE
36,,, MHa4e OJJHO MYTAallMOHHOE COOBITUE MOXKET
Cpa3zy NpUBOAUTL K IOABJICHUIO PCHPOAYKTHBHO
M30JIMPOBaHHBIX ocobeil. [Ton moromka onpenens-
€TCsI CIIy4aliHbIM 00Pa30M.

O06o3nauum N,(x, ) B Mozenu odliee 4uc-
JIO JKEPTB C MPU3HAKOM X B MOMCHT BPEMCHH 7,
N,(y, t) —ancno xuiHukoB. O0mas cucrema ypas-
HECHHUH JUHAMUKHU TOMYIANUN OyneT BHITISACTH
CIIETYIOIINM 00pa3oM:

J max

)—pBNy(x, 0) [ €' = »INy()dy
i (1)

dN\(x, ) A
i (1 - o
d—N;fy’ H_ ~dN,(», t) + pB,N,(», £) TC(}/ — X)N,(x)dx,

X min

TJIe 0. — IJIOIOBUTOCTH KepTB, K(x) —eMKOCTh Cpebl
(pacnipenenenue pecypcoB), C(x —x") — hyHKIms,
OTIpeIeIISIIoNasi MHTCHCUBHOCTh KOHKYPEHIIUH
OpPTaHW3MOB B TOMYJISIIAN JKEPTB C Pa3TUIHBIMH
3HAYEHUSMU IPU3HAKOB 3a pecypc. Ilapamerp B,
omnpeessieT UHTCHCUBHOCTD BIMSIHUS TOITYJISIIHH
XHUIIHUKOB Ha MOmyJsinuio xkepTs. [lapamerp d
ecTh KOA((UIMEHT CMEPTHOCTH JIsl XUIIIHUKOB.,
IMapamertp B, onpenenser UHTEHCUBHOCTB IIPUTOKA
MUTATEIHHOTO BEIIECTBA OT JKEPTB K XUITHHKAM.
Oynkmusa C'(y — x) onpeaenseT BO3MOXKXHOCTD TS
XHITHAKOB CO 3HAYEHUEM MPU3HAKA ) YIOTPEOUTh
JKEPTB CO 3HAYCHUSIMH INpHU3HaKa x. [lapamerp p
OTpe/eNnsieT HHTEHCUBHOCTh MEKBHOBOTO B3aH-
MOJICHICTBUS; K3MEHEHHE TAHHOTO IapaMeTpa Ipo-
MOPIIMOHAIIEHO MEHSET BO3JACHCTBHE XUITHUKOB
Ha TIOMYJISINIO J)KEPTB. YBEIMUYEHHE IMapamMeTpa p

MPUBOJHT K OOLIEMY YBEIHMUYCHHUIO YUCIIA KEPTB,
BBIC/IAEMBIX XHITHUKOM 32 €JIMHUILY BPEMEHH, U
K YBEIHUYCHHIO TUIOJIOBUTOCTH XUIIHUKOB, YTO B
WUTOTE U SBJSIETCA YBEIMYCHHEM WHTCHCHBHOCTH
B3aUMOJICHCTBUSI PACCMaTPUBAEMBIX OIS,
B nanbHeiiiemM B MoJ€Iu U3MEHEHUE MHTEHCHB-
HOCTH B3aMMOJIEHCTBUS OIPENeNsIIOCh BapbUPO-
BaHUEM 3HAYCHHUS MTApPaMETPa p.

SBHBIN BUA QyHKUMK K(x) B Momenu OymeT

. _ 1 x —X)?

caenyromum: K(x) = K, W exp [— #J ,
T. €. peCypCHI CpeJIbl pacipesiesieHbl 0 HOPMaJIbHO-
My 3aKOHY C IapaMeTPaMu X U Gy, TIPU 9TOM X OyzieT
Han0oJIee ONTUMATILHBIM 3HAYEHUEM ITPU3HAKA JIIST
XKepTB (KepTBaM C TaKUM NPU3HAKOM JIOCTYITHO
Ooneie Beero pecypco). ITapamerp Ky onpenenser
MaKCHMaJIbHOE KOJIMYECTBO KEPTB B MOJIEITH.
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Oyuxmusa C(x — x') umeer CZJICILyIOHII/Iﬁ BHJL:
N 1 (x —x)

Clx—x")= I exp{— 20,2 } .

3aagenne Gyakimu C(x —x') yMEHBIIIACTCS TIPH
YBEITMUEHUH MOIYJISI PA3HOCTH MEXKTy 3HAYCHUSI-
MU TIPU3HAKOB B3aWMOJACHCTBYIOIIMX ocode. 13
9TOTO CIIEAyeT, YTO YeM JallbllIe OTCTOST IPYT OT
JpyTa >KepTBBI HA OCH ITPU3HAKA, TEM MEHBLIE OHH
KOHKYpHpYIOT. IlapamMeTp G, Moka3bIBaeT TO, Kak
OBICTPO YOBIBACT KOHKYPEHIIHS TT0 MEPE YBEITHYC-
HUS Pa3HOCTH MEXIY X U X'. YBEIHMUYEHHE G, PH-
BOJIMT K YMEHBIICHUIO JIOKAJIbHONH KOHKYPEHIIMN
Y YBEITMUYCHUIO MHTEHCHUBHOCTH KOHKYPEHIIMU C
0C00sIMH, JaIeKUMHU 10 3HAYCHUIO PU3HAKA.

®Oyukius C'(x — y) B MojieNu u ee()TC Eﬂfj,g -

b . ! j—

fomuit Buxm: C'(x — y) = Gpﬁ exp|— TPZT

3HaueHne JaHHON (PYHKIINH YMEHBITACTCSI TIPH
YBEITMUEHHN PA3HOCTH IO MOJYII0 MEXIY X U V:
4yeM OoJblie JaHHAs Pa3HOCTb, TEM MEHbILE BO3-
MO)KHOCTH Y XUIIHHUKA C IPU3HAKOM ) yIIOTPEOUTH
KepTBY ¢ npu3HaKkoM x. [lapamerp o, onpenenser
TO, KaK OBICTPO Y XHIITHUKA C IPU3HAKOM ) YOBI-
BAeT BO3MO)KHOCTD YIIOTPEOIATE )KEPTBY C PHU3HA-
KOM X TI0O Mepe YBEIWYCHHUS MOJIYJsl Pa3HOCTH
MEXIY X U ).

Xmax
B ypasuenuu (1) unrerpan I Clx —x")N,(x")dx’
Xmin
oTpeeNsieT MonapHoe B3auMOACHCTBHE (KOHKY-
PEHIIHIO 32 PECYpC) MKy BCEMH JKEPTBAMH, UH-
Y max
IC '(x = y)N,(y)dy ompesemser BO3MOK-

¥y min
HOCTbH JIUISL JKEPTB C TMPU3HAKOM X OBITh ChEIeH-
HBIMU BCEMH XUIIHUKAMHU U XHUIIHUKOM C TPH-

X max

[C'v =N )dx ompene-

X min

Terpain

3HAKOM ), MHTETpaj

JIACT BO3SMOKHOCTDL TSI XUITHUKOB C IMPU3HAKOM )
YIOTPEOUTH KaKyI0-JIHOO0 U3 )KEPTB C MPU3HAKOM X.

ITon BumooOpa3oBaHreM B MOJIEITN TIOHUMAETCS
niporiecc OPMUPOBAHUS TPYIIIT OCOOEH, PETIPOTyK-
THUBHO M30JIMPOBAHHBIX OT JIPYTHX TPYI 0COOEH B
MPOCTPAHCTBE MOJUTCHHOI'O ITPU3HAKa (X JJ151 )KEPTB
U y st XuHuKoB). [lon BumaMu B MOJIENH Kak pa3
1 OyIyT MOJIpa3yMeBaThCsl TAKUE IPYIIITBI 0COOCH.

Ornucanue MeTo/1a, C TOMOIIBI0 KOTOPOTO TIPO-
M3BOJIMIIOCH YHCIICHHOE HCCIIe/IOBaHNE (pEeIIeHue )
uHTerpo-nuddepennuarsaoro ypasaenus (1)
Mozenu, 1ado B [Ipunoxenuu.

PE3YJIBTATbBI
YUCJIEHHBIX OKCITEPUMEHTOB

[lepen HauanoM pacyeTa B MOJICJIN 33JaBaJIMCh
CIeNyIIINe HadyalbHBIE YCIOBHS: MCXOIHBIN
CpeIHMI NPU3HAK JUIsd XKepTBel X, = 0,03, ucxox-
HBII CpeJIHUI NPpHU3HAK JJIs XUIHKKA y, = 0,045,
HavyajbHasg BapuaOeIbHOCTH NMPU3HAKOB JKEPTB
Ax = 0,006, HauanbHast BapuabEIbHOCTD IPH-
3Haka XuIHUKOB Ay = 0,006. CrapTys ¢ TaHHBIX
HayaJIbHBIX YCIIOBUH, MBI TIPOBOMIIN YHACICHHBIC
SKCIIEPUMEHTHI, BapbUPYs 3HAUEHUS IMapaMeTpoOB
MOJIEITH, C IIeTTBI0 OTIPE/ICTICHNS XapaKTepa dBOJIIO-
LIMOHHOTO TpoIecca.

B nepByto odepenp Mbl OLIEHUIIH, KaK HHTEH-
CUBHOCTb B3aMMOACHCTBUS «XUIIHHUK—KEPTBA»
BIIHSIET HA KOHKYPEHTHOE CUMITaTPUIECKOE BUJIO-
oOpa3oBaHue y kepTB. J{J1s 5TOro B MOsien Baph-
MpOBaJOCh 3HAYEHUE TIapaMeTpa p B Mperenax
ot 0,1 mo 1,1 c marom B 0,1, Bce ocTanbHbBIE Mapa-
MeTpbl ObUIN (PMKCHPOBAHbI, @ UMEHHO: P = P, =
0,01, 6,,= 0,003, M= 0,06, a = 0,6, B, = 0,00077,
B,=0,0015,d=0,25,K,=1500,x=0,3,5,=0,01,
o.= 0,01, 5,=0,01. [Tapamerpsr ObL1H BEIOPAHE
TakuM 00pa3oM, 4TOOBI B OTCYTCTBUE XUIITHUKA Y
YKEepPTB C TEUEHNEM BPEMEHHU HaYMHaIach YCTONYH-
Basi AMBEPIEeHIUS HAa BU/IbI U3-32 KOHKYPEHIIUH 3a
pecypcbl cpeabl (AnBepcHUKALUS SKOIOTHIECKUX
HuI). B mporiecce 4MCIEHHOTO MOAETUPOBAHHUS
MBI OIICHHUBAJIHM BPEeMsl, IPOIIEIIIee OT Hadaa JK-
CIIepUMEHTA JI0 HACTYTIIICHHSI BUI000Pa30BaHUS Y
xepTB. C KayKABIM U3 3HAYSHUH ITapameTpa p mpo-
BOJIMJIOCH HECKOJIBKO YMCJIEHHBIX SKCIIEPUMEHTOB,
3aTeM MOCIIE0BATEIbHOCTD SBOMIOIMOHHBIX COOBI-
THUH B MOJIEITIN BU3YaJIM3HPOBAIIACH B BUJIE IEPEBHEB
SBOJIOIMY a/IaNITUBHOTO NIpHU3HAaKa. B pesynbrare
BBISICHUJIOCH, YTO MPH YBEINYCHUN UHTEHCHBHO-
CTH B3aUMOJIHCTBUA (YBEJINYECHHS TTapameTpa p)
polecc BUA00Opa30BaHUs Y )KEPTB 3aMeIsIICS,
IIPY ATOM B CpeIHEM YBEITMUUBAJIOCH BPEMs, HE00-
XOJIMMOE TSI TTOSIBIIEHUS JIByX IOYEPHUX BUIIOB U3
omHOTO HavaimsHOTO. [Ipn p = 1,1 BHmoobdpazoBanme
y ’KepTB BOOOIIIEe TIpeKpamaiock. JlepeBbs dBOIO-
LIUH TPU3HAKA )KEPTB ¥ XUIITHUKOB IPH Pa3InIHON
WHTEHCUBHOCTH B3aUMOJICHCTBHS NPEICTaBIEHBI
Ha puc. 1. B utore yBenndeHne UHTEHCUBHOCTH
B3aMIMOJICHCTBUS MTPUBOAUT K TOMY, YTO JKEPTBHI,
MeH:Isl CBOM IPU3HAKH, B TIEPBYIO OUepPE/Ib, BEIHY K-
JICHBI TIPUCTIOCAOINBATHCS K BIMSHHUIO XHUITHUKA,
T. €. IPU3HAK B MOMYJISIUH KEPTB U3MEHAETCS B
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IIOIIBITKE I/I36€)K3TI) JaBJICHUA XUIITHHUKA. HpI/BHaK
XHILIHUKA, B CBOIO OYepelb, MOA BO3JIEHCTBHEM
0TOOpa CTPEMHTCS K TAKOMY 3HAUYCHHUIO, KOTOPOE
M03BOJISIET HAHOOJIee MHTEHCUBHO MTOE/IaTh KEPTBY.
IIpu p = 1,1 HaGmromanochk KoyebaHue MpU3HAKa
JKEPTB B palioHe HanOoJiee ONTUMAIILHOTO ITPU3HA-
ka X = 0,3; mpu3HaK XHUIIHUKOB TaK)Ke KoJieOancs
BCIIE]1 32 IPU3HAKOM kepTB (cM. puc. 1). [logobHoe
U3MEHEHHUE TPH3HAKA Y )KEPTB B 3TOM CIIy4ae BO3-
HHKaeT M3-3a TOTO, YTO, CTPEMSICh YUTH OT BIHSHUS
XHIIHNKA, KEePTBHI TOMAJAI0T B 30HY C HU3KHM
KOJIMYECTBOM PECYpPCOB CPEIbl, T. €. MaJCHbKUM
3HaueHueM K(x). Ilpu 3ToM Ha *KepTB HauyMHaeT

MPEUMYIIECTBEHHO JEHCTBOBATh HaIlpaBJICHHBIN
0TOOp, KOTOPBIH MPHOJIMKAEST UX MPHU3HAKU K X,
YTO ¥ BBI3BIBACT HaOIrOmaemble KoneOanus. [Ipu
JAHHBIX 3HAYEHUSX MapaMeTPOB y XHITHUKOB HE
TIPOUCXOTUT BUIOBAS JUBEPTCHIINS BCIISI 32 JKEPT-
BOH. XHITHUKHU BBIOUPAJIN TOJIBKO OIHY U3 BHOBb
00pa30BaBIIMXCS TPYII KEPTB.

B npenpiaynx uccnenoBanusx (Dieckmann,
Doebeli, 1999; Doebeli, Dieckmann, 2000; Dieck-
mann et al., 2004) ObUTO YCTaHOBIEHO, YTO CKO-
POCTB IpoIiecca KOHKYPEHTHOTO BHI000pa30BaHMS
3aBHCUT OT BEPOSATHOCTH MyTaiuu. Yem Oosblie
BEPOSITHOCTh MYyTaIlUU, TeM OBICTPEE MPOUCXKO-

at 61
7500 L
E’ L
> 5000 L
[oN
m L L
2500 L
0 0,3 06 O 0,3 0,6
MpusHak x MpusHak y
| a2 | 62
7500 r
E,
S 5000 -
Q.
m L L
2500 r
0 0,3 06 O 0,3 0,6
MpuaHak x MpusHak y
| a3 | 63
7500 r
E,
> 5000+ -
Q.
m L L
2500 r
0 0,3 06 O 0,3 0,6
MpusHak x MpusHak y

Puc. 1. [lepeBbst 9BOIONNH BO BpEMEHH a/IalITUBHOTO TpH3HaKa xeptB (al, a2, a3) u xumHukos (61, 62, 63) npu
Pa3IMYHbBIX 3HAUCHUSIX TIapaMeTpa p — MHTEHCUBHOCTH B3aumozeicTeus: al 61 p=0,1,a2u 62 p=0,5,a3 n 63
p = 1,1. YBennueHue nmapamerpa p TOPMO3UT MTPOIIECC KOHKYPEHTHOTO BU1000pa30BaHUsl y KEPTB.
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JUT TPOLECC KOHKYPEHTHOTO CHMITaTPUYECKOTO
Bun0oOpazoBanus. B crnenyromem 4uCIeHHOM
AKCTIEPUMEHTE MBI OI[CHUJIA COBMECTHOE BIIMSHHUE
MapamMeTpOB MHTEHCHBHOCTH B3aWMOACUCTBHSA (p)
1 BEPOATHOCTH MyTalluH y ’KepTBEI (P,). 3HaueHne
napamMeTpa p BaprupoBasiocs ot 0,1 1o 1 ¢ marom B
0,1, npy Ka)10M p BEPOSATHOCTb MyTalMu | BAPbU-
posanack ot 0,01 10 0,02 ¢ marom 0,001. C xaxxasim
W3 yKa3aHHBIX 3HAYCHUH TapaMeTPOB MPOBOTUIIOCH
30 HEe3aBUCUMBIX UCHOBITAHUNA U OLECHUBAJIOCH
CpemHee BpeMs C MOMEHTa Hadajla SKCIIEPHIMEHTa
JI0 HACTYIICHUsI BUZI000Opa30BaHus y skepTB. JIBy-
MEpHBII rpauK 3aBUCHMOCTH CPEIHETO BPEeMEHN
JI0 HACTYIUICHUS] BUJO000OpPAa30BaHUs OT BEPOSATHO-
CTH MYTallUll U WHTEHCHUBHOCTH B3aWMOICHCTBHS
TIpYBe/ieH Ha puc. 2. Pe3ynbsrarbl MoAeIpOBaHHS
MOKAa3aJIH, YTO YBEIMIEHNE BEPOATHOCTH MYTaIlH
P, coxpaiaer Bpems 10 HAaCTYIUICHUs BHI000pa-
30BaHUs y KEPTB MPHU BCEX MCCIIEA0BAHHBIX 3Haue-
HUAX p. Takum o0pa3om, Gosee BHICOKUE 3HAYCHHUS
BEPOSITHOCTEH MYyTallMH y XEPTB HUBEIUPYIOT
BO3/ICHCTBIE XMIITHIKOB Ha TIPOIIECC KOHKYPEHTHOTO
CHUMITaTPUYECKOTO BUA000Pa30BaHUS Y KEPTB.

Jlanee MBI TOTIBITAINCH BBIICHUTH, BOZMOXKCH
JIM B HalleW MoJIeNn Mpoliecc KO3BOJIOLNH, T. €.
BU1000pa30BaHUE y XUITHUKOB BCIIEH 33 BUI000-
pa3oBaHUEM Yy KePTB. AHAIN3 TIOBEJCHHS MOICIH
MIPH Pa3TNYHBIX 3HAYEHUIX TTapaMEeTPOB ITOKa3al,
YTO XWIIHUK HAYWHAET TUBEPTUPOBATh BCIEX 3a
JKEPTBOM, TOJIBKO €CIIM 3HaY€HHE BEPOSTHOCTH
MYTalM{ y XUITHAKOB OBLIIO OOJIBIE, YEM Y )KEPTB
(P, > P,). Pe3ynbTaThl 5TUX pacyeToB MpPECTaB-
JIEHBI Ha puc. 3.
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Puc. 2. 3aBUCHMOCTH BpeMEHH J0 Hadaa dBOIIOIHOH-
HOTO BETBJICHUS y KE€PTB OT MHTCHCHBHOCTH B3aNMO-
JCHCTBHUS p 1 BEPOSITHOCTH MyTALIHOHHOTO M3MEHEHUSI
NPU3HAKA y JKEPTB P|.

Wrak, kaKk moka3pIBaeT Hallla MOJEJIb, BIUSHHUE
XHUIIHUKA Ha KEPTBY MOXKET M3MEHATH JTUHAMH-
Ky TPOIIECCOB BH000pa3oBaHusi. XHUIHUK MPH
JIOCTATOYHO CHJIBHOM BO3JEHCTBHM Ha >KEPTBY
BBIHYKAAET MX HPUCIIOCAONNBATLCS K €ro BIIUS-
HUIO, a HE K KOHKYPEHTHOMY IiepepacipeiesICHUI0
sKoJiornyeckux Hum. Cam Xe XHUIIHUK MOXKET
JTUBEPTHPOBATH BCJE]] 32 KEPTBAMH, TOIBKO €CIIH
CKOpPOCTh JBOJIIOIMHU aJalTUBHBIX MPU3HAKOB Y
XHIIHUKOB BBILIE, YEM Y JKepTB. Pe3ynbrarsl Mo-
JeIMPOBaHMsl TIOKA3bIBAIOT, YTO B 3aBHUCUMOCTH

0,3
MpusHak x

0,3
MpuaHak y

0,6

Puc. 3. KosBomonuonnoe BI/I,I[OO6p€130BaHI/I€ B IMOITYJISAANMU XUIITHUKOB BCJIC 3a JKCPTBAMMU.

a u 0 — JepeBbst 3BOIIOIMY BO BPEMEHH aIallTUBHOTO NMPH3HAKA KEPTB U XUIIHUKOB COOTBETCTBEHHO. BeposTHOCTH MyTa-
IIMOHHOTO U3MCHEHHUs NPU3HAKA Y XMIIHUKOB P, Ooibiue, ueM y sxepTs P (P, > P)).
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OT 3HAYCHHUU nmapaMeTpOB BO3MOXHBI PA3JIMYHBIC
CIICHApUHX PA3BUTHUS 3BOJIOIHUOHHBIX COOBITHIA.

ABTOPBI CTaTbU BHIPAXKAIOT OJArofgapHOCTH
J1.YO. lllepbakory, 1.b. Me3annponmeny, A.B. Ha-
taranoBoi (JImmuomornueckuit macturyt CO
PAH, r. Upkyrck) u V. Jukmany (MexayHapon-
HBII HHCTUTYT MPUKJIAIHOTO CHCTEMHOT'O aHAJIN34,
JlakcumOypr, ABCTpusi) 3a LICHHbIC 3aMEUaHUs U
00CYXIeHHsI Pe3yIIbTaTOB PaOOTHI.
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IIpunoxkenue

s uccnenoBanys OMUCAHHOM MOJIETH UCTIONB30BANIACh MHIUBUYaIbHO OPUCHTHPOBAHHAS CXEMa
¢ DitnepoBsiM puOImKeHneM (3aryckut, 1960) u TUCKPETHBIM 3HAYCHUEM YHCIICHHOCTH OPTaHU3MOB,
YTO TIO3BOJIMJIO OT MHTETPUPOBAHUS B JIEBOH YacTH ypaBHeHU (1) mepelTH K CYMMHPOBAHHUIO.

Ha ocHoBe 3THX NIpenonoKeHuit Obu1 pa3paboTaH KOMITBIOTEPHBIN aJrOPUTM, COCTOSIIINNA U3 HECKOJTb-
KHX YacTel, aHAIOTUYHBIN aJTOpUTMY, IIpeyIokeHHOMY B paboTax (Semovski ef al., 2003; CemoBckuit
u n1p., 2004; Bukin et al., 2007). IlepBoHauaabHO B cCHCTEME 3a/1aBajOCh OIMPENEICHHOE KOIUYECTBO
JKEPTB U XUIIIHUKOB C HAYaIbHBIMU 3HAYCHUSIMU TIPU3HAKOB X U ). 3aTE€M PaCCUUTHIBATIOCH KOJTHYECTBO
KEPTB, POXKIAIOIINXCS HA TAaHHOW utepauuu: N, o= aN,(x, H)At, rae At — 0CTaTOYHO MaJIBbII TPOMEKYTOK
BpemeHH. OOl1ee KOIMYeCTBO JKEPTB YBEINYUBACTCS Ha N,,. 3aTeM B COOTBETCTBHH C ypaBHeHHEM (1)
JUIsl KasKJI0M ’KePTBbI PaCCUMTBIBAETCA BeNuunHa G; 1o Gpopmyie:

J=N

“Zlc(xi N xl) J=N,
G=|-L —+ C'(x,—v) | At
i K(x[) pBljgl ( y])

KonuuectBo KEPTB, SJIMMHUHHUPYIOIINUXCA U3-3a KOHKYPCHIMN U BIUSHUA XUIITHUKA Ng , ITIOJJCUUTBI-
i=N,

BAaeTCs Kak cymma Bcex G Ngq = ZGI-. 3areM U3 BCel MOMYISAIUN JKEPTB IMAMHUHUPYIOTCS Ngq0c0-
=1

Oeii ¢ HanbonbmKM 3HadeHHeM G;. Ocobu ¢ HauboIbIIKUM 3HadyeHHEM G; OOJIbIIE MOABEPKEHBI PUCKY
yMepeTh M3-3a KOHKYPEHIIUU U OBITh CheJICHHBIMH.
JIns Kask/10ro XMIHUKA B MOJIENU MOJICUUTBIBAETCS BENMUMHA [, 10 popmyIe:

TN,
1= B YC A
j=

KonmuuecTBo XMIHUKOB, POAUBIIMXCSA HA JAHHOM WUTEPALMOHHOM miare NN, MOJICYUTHIBAETCA KaK
i=N,

cymma H;: N, = Y H;. Ilpu 00pa3oBaHiy penpogyKTHBHOMN apbl Y XUIIHAKOB KOJIMYECTBO TIOTOMKOB
=1

TaKoH mapbl Np HOJICYNTHIBAECTCS KaK CyMMa /1; 000MX popuTeNeH: Np = H, + H,. Ecnu nogcyuraHHoe
KOJIMYECTBO TMOTOMKOB N, SIBIIACTCS HE LEJIBIM YHCIIOM, TO €ro Ieas 4acTh MHTCPIPETHPYETCS Kak
JIOCTOBEPHO TOSIBUBIIIEECS KOJIMYECTBO MOTOMKOB. J[poOHast yacThb N, HHTEPIPETHPYETCst KaK BEPOSIT-
HOCTb I10sIBJIEHHS TOTOMKA. COOTBETCTBEHHO, YeM OOJIbIIIE TOKA3aTeN! H; 171 NaHHON penpOTyKTHBHOM
napbl, TeM OOJIbIlIe TOTOMKOB OHA JacT. TakuM 00pa3oM, peau3yeTcsi CEIIEKTUBHOE MPEUMYIIIECTBO Y
XUTITHAKOB.

3areM /Ul XUIIHUKOB IOJCUYUTHIBAETCA KOIMYECTBO OPraHU3MOB N, ;, KOTOPOE SIMMHHUPYETCS B
TeYeHHe TEeKyllel UTepalluu B COOTBETCTBUM ¢ ypaBHeHueM (1) no dopmyne N,, = dN,At. U3 Bceit
HOMYJIALMI XUITHUKOB CIIydaifHbIM 00pa3oM anuMuHupyercst N, ; ocoOeit.

3HaveHue BEIMYMHBI Af TTPH YUCIIEHHBIX pacyeTax MmoA0upanoch TAKMM 00pa3oM, YT0OkI H3MEHEHHE
YHCJICHHOCTH JKEPTB OT OJIHOTO IlIara UTEPAI|K JI0 IPyroro He npesbimano 10 %. DTuM odecrieunBaiach
JIOCTATOYHAS aJIeKBATHOCTh YHCICHHBIX PAaCUETOB.
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COEVOLUTION IN «A PREDATOR-PREY» SYSTEM:
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Summary

In most natural populations, intraspecies competition for natural resources is supplemented by a predator
impact. We suppose that the mode and intensity of the interaction between a prey and its predator affects
the course of competitive or sympatric speciation among the prey and processes of co-evolution or co-
speciation. Mathematical methods allow development of models precisely describing all sides of intra and
interspecies interactions. In this paper, we use mathematical modeling to investigate the effect of the intensity
of interspecies interactions on competitive or sympatric speciation inside a prey population. The ilntensity
of the interaction is the average number of prey which predators eat in a unit of time: the higher is the
number of prey eaten by predators, the greater is the intensity of the interaction. In mathematical models, the
intensity of such interaction is determined by many parameters. Changes in these parameters will affect the
intensity of the interaction. It was found that sufficiently high intensity of interaction slows down competitive
speciation among the prey. The preys in this case, seeking to avoid the impact of predators by altering their
adaptive traits. Another important result was that the speciation of predators follows prey speciation when
the probability of mutational changes in adaptive traits of predators exceeds that in the prey.

Key words: speciation, prey, predator, interspecies interactions, population dynamics, mathematical
modeling.



