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AwnsoTarusi. O6cyK1aeTcst MOIeIMPOBaHNe KPUTHIECKOTO PA3BUTH NHBA3UOHHOIO IPOIECCca HOILy-
JAAA ¢ GOJIBIINM PENPOAYKTUBHBIM r-iapamMeTpoM. CHTyaluu BCesleHusT 9yKEePOJHBIX BUJIOB MOTYT
BAPUATUBHO BBI3bIBATD SIBJIEHME BCIIBIIIEK, YTO 3aBUCUT OT MCXOAHON rpymmst N (0), peryssiuu u co-
[IPOTUBJIEHAS CpeJbl. MBI IIpe/ilaracM ONUCATh BAPHATHBHOCTH HOBBIMH YDABHEHUSIMIE C 3ala3/IblBa~
uueM. Paspaborana MOJeIb, I/ie B 3aBHCHMOCTH OT COOTHOINIEHHSI TAPAMETPOB T, T,y PEAIN3yeTcs JBa
NPAKTUYECKN 3HATMMBIX CIEHAPUs [OC/Ie MOHOTOHHOIO JOCTHxKeHns: MakcumyMa N () — max N (t,,)
YHUCJIEHHOCTH. Pa3pyIienne NHBA3UOHHON MOIYJISIUA IPH UCTOIIEHNH PECYPCOB YePe3 HEKOTOPOe Bpe-
M too >ty PEATM3YETCs C BBIXOJIOM TpaekTopun K N (t) — 0o. IIpu MeHbIINX 3HAYEHUSIX PEPOILyK-
TUBHON aKTHBHOCTH PEAIH3YeTCsl MOHOTOHHOE CHIKEHHE 0T K -eMKOCTH K MAJIOYNCI€HHOMY DaBHOBEC-
HOMY ypoBHIO: lim; o N(t) = L, L < max N(t,,). [lono6ubim 06pa3om, B 3aBUCUMOCTH OT U3MEHEHUIt
ucxonuoro cocrosiaust N (0), MOXKeT pasBUBATHCH OCTpasi HHMEKIHs — IO JIETAIBHOMY IIyTH, JIHOO C
pPEeBPAIEHneM B XPOHUYIECKYIO Ha CTabUIIbHOM §)-ypoBHE. PacecMoTpeHa MOJIesb ¢ HeJIMHEHHBIM IIPOTH-
BozieficTBreM nHBazuu. IlosryueH crieHapuil IPOXOXKIEHUs! TIOIYJIsIIUell IIPeJKPUTUIECKOTO MUHIMYMa
qucsterHoctr min N (t) < L < K nocie Heycroiiuusoro papaosecuoro N (ty) = K, tj, < co. Cuenapuit
HaOJIIOIACTCS IIPU PE3KOM YCUIIEHUH AKTHBHOTO COIPOTHBIICHHSI CO CTOPOHBI BHOTHIECKOTO OKPY KEHHS
UM BBIPAOOTKE 3alla3/IbIBAIOIIero UMMYHHOro orBera, Toraa 3N (0), N(t) — L <« K. B cienapusx ne
HaOJII0/IAeTCs P3Py IIAIOIIIXCS PEJIAKCAIIMOHHBIX IIUKIIOB N, (¢; T7), KaK B paHee IPe/JIOKEHHOM HaMH
ypasuermn N = rf(N2(t — 7))(H — N(t — 7)) 1l CHTYAIHI JeCTPYKIWH GHOCHCTEMBI.

KirroueBble ci10Ba: ypaBHEHHs C 3alla3[bIBAaHAEM, KDUTHYECKUE CIEHAPHU JUHAMUKA HOILYJIAIUH,

MeXaHU3MbI PEryJIdliu, COHEHapU aKTUBHBIX I/IHBa3I/II>'I, HNIRIyHHbeI OTBET, HeyCTOﬁqHBaH K-eMKOCTB.

Modeling of invasive process with spontaneous
transition from critical K-capacity of the environment
to an alternative asymptotic states of population
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Abstract. In the article we discuss the simulation of critical development of the invasive process
of a population with a high reproductive r-parameter. Situations of invasion of alien species can
variably cause the phenomenon of outbreaks, depending on the regulation, N(0) and resistance of the
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environment. We propose to describe variability by new equations with delay. We have developed a
model where, depending on the ratio of the parameters 7, 7, y, two practically significant scenarios are
realized after a monotonic attainment of the maximum of the invaded species N(t) — max N (¢,,).
Destruction of the invasive population after depletion of the environment’s exhaustion after a time
too > tp, is realized with the output of the trajectory to unlimited growth N(¢) — oco. With the
installation of slightly lower values of reproductive activity, a monotonic decrease to a small equilibrium
level is realized: lim;—, o N(t) = L, L < max N (t,,). Similarly, depending on minor changes in N(0),
an acute infection can develop — along the lethal pathway, or with the transformation into a chronic
one, for example hepatitis C. In the second part, we considered the model of the scenario of the
population passing through the critical minimum of the population min N(¢) < L < K after an
unstable equilibrium N (¢x) = K. The scenario is observed with a sharp increase in the resistance of the
biotic environment or the development of a delayed immune response, then the situation occurs N (t) —
L < K. The appearance of relaxation cycles, as in the previously proposed equation N = rf (N?%(t —
T))(H — N(t — 7)), we do not observe. The equation in a scenario with a spontaneous transition
from the K-capacity of saturation of the environment to the minimum $)-equilibrium describes the
chronicization of viral hepatitis. Model scenarios consider the form of an immune response.
Keywords: ODE with delay, critical scenarios of population dynamics, regulation mechanisms,
scenarios of acute invasions, immune response, hepatitis C, unstable K-capacity.

MSC 2010: 34A09, 65L07
1. BBeaenue

B npepiaymeii pabore [3] mamu obcyKIancd BapUaHT PA3BUTHUSA IKCTPEMAJHHO-
ro xXapakTepa JUHAMHUKHA YHUCJIACHHOCTH HOIYJIAIUK 1ocjie Oudypranun AHIpoHOBa
Xomnda. Bouta npeioxkena MoJie/b, BISIONasAcd MOAU(pUKAIIell H3BECTHOIO YpaBHe-
uns XarauHcona u3 [16]:

dN N(t—T)
— =rN{t) (1 ——FF ). 1
&= (1- 2 )

Mogenn (1) siBisieTcss pacumpeHreM OIyJIsipHOro ypasHeHust Pepxioibera ¢ N3BeCT-
HBIM CBOMCTBOM: iyt Tpon3Bosibioro N (0) > 0.limg o N(t) = K [5]. B (1) K-emkocrn
TPa/MIMOHHO YCPEIHEHHBI paBHOBECHBINH ypoBeHb. B Mozenn (1) mosaraem, aro s¢b-
beKT aBTOperyIIsIInm JIefiCTBYeT ¢ He OT TeKytero cocrosaus N (t), Ho Yepes dyHKIIO-
[PEJIBICTOPHIO OT CYIIECTBOBABINEro B mporaioM. OHAKO, KB IPATHIHBI 3aKOH pery-
JISIIIN B IPaBOii YACTH OCTABAJCS I B HaIel HOBOH Mozemn u3 [3], xors N = rN f(N?)
HCKJIIOUUTEJIbHO YMO3PUTEIbHAsST KOHCTPYKIUsA. [10/100HbIe ypaBHEeHUs paHee CTPOU-
JIUCDH Jiist OO'bsICHEHHsI HEKOTOPBIX JIA00PATOPHBIX SKCIepuMeHTOB [14] u ux pemenns
AKTUBHO HCCJIEIOBAIACH MHOIIMHI aBTopaMu [6].

DryKTyaruu UCIeHHOCTH ¢ GOJIBIION AMILUIUTY/I0H BO3HUKAJH Y N30JMPOBAHHBIX
HOMYJISIIUi HACEKOMBIX B JiaboparopHbix onbitax [7]. dus (1) usBecrno cymecrBosa-
HUe OpOUTaIbHO yeToiunBoro mukia [1]. B ypaBHeHUsIX ¢ HECKOJIBKUME BKJIIOUCHUSME
N(t — T) MOYXKHO HOJIyYUTh CJIOKHYIO alepuojudecKyto quaamuky [20], Ho He B are-
PHOAMYHOCTH ¥ XAOTHIHOCTH COCTOUT HAINA IeIb UX yCOBepIIeHCTBOBanu:A. [1pobiema
no06HbIX Mojeseit, kak (1) (uwmm «blowfly equation» [10]) — o6pasoBanue «riyGoKux
MHUHHMYMOB» DeJIaKcalmoHHoro nukia. Kak ormedeno B [2]: «iabopaTopHasi moIyJisi-
1Ust, KOTOPYo m3y4dai HUKOJICOH, MOIVIa HEOXKWJAHHO BbIMEDETh...». B peajbHOCTH
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TPYJIHO IIPEJICTABUTH THOE/Ib aJIalITUPOBAHHON TOIYJISIUN ¢ BBICOKOI CIIOCOOHOCTHIO K
caMOBOCCTaHOBJIeHNIO. Bui myx Lucilia cuprina He pa3pyliaeTr NPUPOIHYIO CPEY.

B macrosmeit ctarhbe Mbl ONWINEM aJbT€PHATHUBHBIE IO OTHOIMIEHWIO K KJIACCHIe-
CKOIl KBaJpaTudHOl (hopMe 3aBUCHUMOCTH JIJI MATEMaTHIeCKOIO BBIPAYKEHUS aBTOpe-
ryasnun ¢ 3anasaeiBanueM rf(N(t — 7)). PaccMorpuM crieHapun SIBHOTO W HESIBHOTO
[IPOTUBOJICHCTBHUS BCEJICHUIO CO CTOPOHBI OMOTHYIeCKOro OKpy:keHus. C Takoil 3amas3 ibl-
BalOIIel peryJjdiyeil cTajkKuBajcd KaK /bl U3 HaC B BUJIEe OTBETa UMMYHHOI CUCTEMBbI,
CJIOYKHO YCTPOEHHOT'O HaOOpa U3 aKTUBUPYIONIUXCS 110 MEM0YKe PA3HOBUIHOCTEN I'PYIII
KJIETOK, JIefiCTBIE KOTOPBIX MOXKHO OIUCATH HABEPHO TOJILKO heHOMenoiornvdeckn. [lo-
KayKeM B HOBBIX YPaBHEHUAX AJIHTEPHATUBHOCTDL IIyTeil PA3BUTUsS B3PHIBOOOPA3HOTO
HOITY/IAIOHHOTO MTPOTIecca, He CB3aHHOrO ¢ obpasoBanueM N, (t; rT)-IUKJIOB.

2. bazoBast popmasmzanus A4 3ala3abIBalonieil perysisaimmn

4 nesin ipuBeJieHns B COOTBETCTBUE TTOBEJIEHNS MOJIENIN € 3aI1a3/IbIBAHUEM U CBOI-
CTBAMH PeAJIbHO HAOIIOAABIINXCS OCIHUJIISINNA ¢ OOJIBIION AMILIATYI0H MbI IPEIJIO-
KU MOTADUKAIIIO, YBEJIMINB CTelleHb HeuHeinoctn N* B npasoit wactu [4]. IIpe-
0710J1eB TIPOBJIEMY «IDIyOOKMX MUHHMYMOB», MOAUGbUIMPOBAB MOjesb u3 [11], MoxkHO
MIOJIyYUTHh MaTeMaTHIeCKoe OIMCaHNe BeChbMa OIaCHOTO, HO HEYACTOr'O CIIEHAPHS IIOILY-
JAMUOHHOM muHamuku. [Togo6HbIl cliieHapuit onmcan B |9] Kak HaYa 0 MUI00OPA3HOM
BCIIBIIIIKU Y HACEKOMBIX-(pUTO(hAroB — OMACHOIO KOJIBIATOrO IIEJIKOPsiIa B jiecax Ka-
Ha bl. MBI MOJTyYUM ONUCAHWE JIJI HadaJia BCIBIIKA B YPABHEHUN:

AN K — N2t — 1)

o VO kT awa ) @)

[Mostyuennast cepusi IMKOB B (2) 6e3 HepeaabHOro cBoiicTBa MubuMyMa min N, (r7,t) —
0+ € u ¢ mHanbosbmum max N, (r7,t,1) > max N, (r7, t,,1 +1,) B caMOM HadasIe BCIIBIII-
KW, KaK Ha puc. 1 nmocye budypkarun: B Onosorndeckoil peajbHOCTH, KOTJIa AMILIATY/IA

@00,
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Puc. 1. Konebanus B (2) ¢ min N, (r7,t1) = L > e.
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| max N, (r7,t) — min N.(r7,t)| — A.(r7) Beamka, T0 MyJIbCUPYIONIAs BCIBIIIKA JTOJIK-
na gemmduposarsesa: N, (r7,t) = K. JIubo MOMHOCTBIO YHHYTOXKATH MOICPKIBATO-
ILYI0 CpeJly 3a KoHeuHoe BpeMsi. M3BecrHbie Mojiesu 13| npe/monarain BO3MOKHOCTE
HEOIPAHIYEHHOIo Bo3pacTanus aMinTy bl A, (r7). [Tnroobpasnast BenbliKka HACEKO-
MBIX JIOJIZKHA 3aTyxaTh cama npu A, (r7) < K u nepexoinuTsh B WHOI PEKUM.

Mpgr pacemoTpesn panee pacmupenue (1) Kak ypaBHeHHe ¢ MKOCTBIO MTOJIYHAChIIIe-
st 0 < $ < K B (3). Dra BBeJieHHAs] HAME BeJMYUHA §) albTePHATHBHA KPUTHIECKN
HU3KOMY — HEYCTOWYMBOMY paBHOBecHio L-mopory uncieHHocTn £ < K u3 Mojenn
Basbikuna, 2

%gzﬂﬂww(r—ﬂ%%lg(ﬁ—N@—TD- (3)

Buak comuoxuress ($ — N(t — 7)) TyT MOXKET MEHATb POJISIMH CJIaraeMble JIOTUCTH-
YeCKOro ypaBHeHus. B ypaBaennu (3) Mbl IOJYUIIN CHTYAIUIO, KOT/a mocae 6udyp-
Karuu AmjporoBa—Xorda IMPOUCXOJUT HOSIBJIEHHE W Pa3pylIeHe PeJaKCalmOHHBIX
KoJiebaHuii ¢ 0OpasOBaAHUEM IICEBJIONEPUOINIECKON U He JUCCUIIATHBHON TPAEKTOPHH.
Ha puc. 2 nokazan BBIMHCIATEILHBIA 9KCIIEPUMEHT I CIICHAPHST ¢ BHIOPOCOM ITHKJIA
(N(t) — oo,7 = 0.000173, K = 15000,% = 5000,7 = 4) mocje yBeJUIeHUs aM-

IJIATY/IbI. Pacuer ocranaB/MBaeTCA OMIMOKON IEepPEeIoIHeHNs, BEIb JI00ast MOy IATIS

e, 35,000.0
sl

\-d
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Puc. 2. Paspyiuenue pejakcamuoHHOr0 IUKIa B Mojgen (3).

koneuna. Mozens punamukn B (3) Tpakryer ToT dakt, uTo A, (rT) He MOXKeT OBITH
HEOTPAHUYEHHOW XapaKTEePUCTUKOW Tpu J0OBIX 7. IloydeHHblit crieHapuii OmuchI-
BaeT BO3MOXKHOCTb Pa3pyIIeHUs] BUJIOM CPEIbl, YTO MOXKET HaOIIONAThCs IS CIIEIn-
dudeckoro ciaydast ocTpoBHO# monyssdun. Kak n3secTHo u3 HaOJIIOEHUI, TOMYJIAIIN-
OHHBIC IMKJIBI MJICKOIIMTAIONINX B aPKTUYECKUX IMUPOTaX — HEYCTONUUBOE dABJICHUE.

2MozKHO paccMOTpeTh coejlnHenHoe ypasHenue ¢ perysmueit: 7 f(N2(t)) x (H—N(t—7)) x (N(t) —
£), Ho HaM IPOBIEMATHIHO [IPEJJIOKUTH €I0 HMHTEPIPETAIHIO.
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B momenTsl max N, (r7, t,1) OHI CIIOCOGHBI M3MEHATD cpey oburanus. CeBepHble ape-
AJIbI UCIBITHIBAIOT TIOMUMO OHOTHYIECKOTO HEPEryJISPHOE KIMMATHICCKOE BO3/IEiiCTBHE.
Kak mokasaJi OmpIT ¢ OJICHSIME Ha OCTPOBe BepuHra, jijisd mojiep:KaHusi MO
B KosebsmoreMest Gastance HeoOXouMo HezaBucuMmoe uzbartue: —WV(N) B ypaBHeHHN
N =rf (N(t — 7)) — V. Nnaue 6e3 oxoTel mo4uBa OyjeT uMu BeiTonTana. [Ipoctoe pe-
menne VU = const. Bosmoxken Bapuant W(N(0)). Mozgens ¢ OCTOSHHOl He3aBHCHMOi
Joseit yobum ():

- e

dN N{t—r1
dt 7”1N (1——( )

) (5~ N(t— 7)) — QN().

MuBa3noHHBIE TIPOIECCHl MOTYT Pa3BUBATbCS PA3JIUIHBIM 00pa3oM M Heobsi3aTeIbHO
IIPOXO/IUTL Yepe3 BBIPAKCHHYIO KOJe0ATeTbHYIO JUHAMUKY, MOJ00HYIO MaJIAPHITHOM
nadeknun. Jacto HAOJIOIaeTCd ABJIEHNUE BCIBIIKA YUCJIEHHOCTH. BBICTPYIO BCIBIII-
Ky ABHO HEJIOTMYIHO OIMCHIBATH KaK OpOUTAIbHO YCTONYIMBBIA UK. Benblka wHBa-
3MOHHOTO BHUJIa — II€PEXOJIHBIN PEXKUM CYIINEeCTBOBaHUs BUJA B BOJATUILHON cpejie u
HE OIIMCBIBAETCS aCUMIITOTUYECKUM COCTOSIHHEM TPACKTOPUH.

[Tocste epBoit asbl pocTa IUCICHHOCTHU JaIbHElIas KapTUHA BCIIBIIIEK Pa3HO00-
pasna. Buji MoxkeT cTaTh JOMUHHPYIONIMM B JIOKAJIHLHOM apeaJie, BBITECHUB aBTOXTOH-
HbIe U MPUHATH B paBHOBECHE — DTOT CIIEHAPHUI ONUCHIBACTCS M3BECTHBIMU MOJICJISIMU:
Ha OCHOBe KBaJIpaTWIHON peryssnun uan «blowfly equations ¢ sxcnoneHmabHOIM.

Bosnukaror u onmcaHbl 9K0JIOraMu JIPYTUE SKCTPEeMaJ/ibHble CUTYAIlUd WHBA3UA, JIJIs
KOTOPBIX aBTOPErYJIsIins Kak B (2) HE COOTBETCTBYET PEATbHOCTH.

3. JlorapudmMmuyeckasi aBToperyadius AJs TPeX ClieHapueB
WHBa3UU

KgaipaTutinoe jaBjieHne mI0OTHOCTH HA PA3MHOYXKEHUE 9TO TOJBKO 9aCTHAS TUIIOTE-
THIecKas popmam3anus. B peaJbHOCTH MHOTHE TOMYJIANANA TPEIIIOUNTAIOT BHICOKYTO
CTabMJIbHYIO IIJIOTHOCTH U € TPYJOM IEPEHOCAT MAJIOYUCTEHHDbIE COCTOgHMA. [ITHITh!
00pa3yioT KOJIOHUHU, HaceKoMble-puTodaru (hopMupyIoT OOJIBbIINE CKOIICHUS, KaK TJIH
U ICUJLTHIBL. [[I0THOCTE He MelmaeT COIUATbHBIM HACEKOMBIM: ITYelaM U MYPaBbsIM.
Takum 06pa3oM, BhIpazkeHue ¢ oTpuiare bubiM —rN2/K He obszare/bHOE yC/I0BUE
o/1/IepKaHus GajaHca co Cpeioil B TMHAMUIECKON MOJE/N C COCPEIOTOYeHHBIM 3aI1as3-
naeiBaneM tura (1). JonosHuTebHO yaTeM, 94To MOIYJIsIUs B MOJETH JIOJIZKHA OBIThH
[pU BKJIIOYEHHOM JleficTBUM perysimu orpanndennoil sup N () < M € N, rak kak
N(t) — 0o MBI cunTaeM paspyIIeHreM €6 SKOCUCTEMbI. DKCTPpeMaIbHas JIHHAMUAKA MO-
JKeT TPOBOIUPOBATHLCA 0e3 pJIyKTyalnii ¢ OOJIBION aMILIUTYIO0M.

Bribepem apyryto dopmy npasoit uactu f(N) = rN In(K/N), mocrurarontyo pas-
Hosecus pu In(K/N) = 1, Bkmounm B ypasaenue 3ana3zpanue N (t) In(K/N(t—T))
U TIPEIIOPOTOBYIO BEJTUIUHY $):

dN

E = TN(t) 111

NiE—1) H-NEt—-1)). (4)
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YpaBHeHHe MOXKET OIUCHIBATE JOCTATOYHO aKTyaJbHBI XapaKTep MHBA3UOHHOIO MPO-
recca, KOTODBI MOKET KapJMHAILHO MOMEHATHCA IPH HEGOJBINIOM H3MEHCHUH -
napameTpa, HaC MHTEPeCyIOT 3HauuTes bHble 3HaueHus 7 A~ 50. Bosee roro, moryiis-
[IMOHHAs MOJIEJIb MOZKET UMETh aJbTePHATUBHYIO ACHMITOTHKY 6€3 BO3MYIICHUIT apa-
METpPOB T, T, §).

B niepBoMm crieHapuu MpoMCXOIUT JIOTHCTHIECKHH POCT TUCIIEHHOCTH U 3aTyXAIOIIHe
ocumuianuy (Kak B ypaBHeHnu XarTdumHcoHa npu Masbix r7) N(t) — K, Ho najee
paBHOBECHE OKA3bIBACTCH HEYCTOHIMBLIM. TpaeKTopust MOKUIAeT OKPECTHOCTD 3Have-
st K w limy oo N(t) — oo kak na puc. 3. Pemenne we orpanudeno (7 = 58, K =
15000, = 0.000003350, $) = 5000) u 3aKkaHuUBaeTCs OMUOKON eperosinenust. Mojesn

e, 40,000,
e

\-—!

z 35,000,
A3 30,000.07

25,000.H

OoCT

o= 20,000,

@) 1500007

]

J 10,000.07

=" 5,000.01

0.0

T T T T T T T T
0.0 50.0 100.0 150.0 200.0 250.0 300.0 350.0 400.0

Puc. 3. N(t) = oo nociie N(t) = K B (4) upu N(0) = 190.

JIEMOHCTPUPYET Pa3pyIICHUE CPEJIbl MOCJe MHUMOI CTAOUIN3AINN, HO KaK MbI 3HAEM
BAPHMAHT IIEPEXOJIHOIO PEKIMa 3aBICAT OT HAYAJIBHBIX YCJIOBHH. Baykuo n £ — Bpemst
kBasucrabmmsanuu N (t) ~ K. Yeemuaum N (0) tak, aro N(0) < $) 1 MBI yBUIUM JpY-
I'yIO KapTUHY Ha puc. 4 (aHaJIOrMIHbIe 3HAYEHUsI TaPAMETPOB) [IPU M3MEeHEHUN Hadalb-
HBIX yesoBuit — limy o N(t) — $. OueBunno N(0) — §) cokpamaer JIUTEIbHOCTD
zaryxaomux Kojebanunii. [logob6HOE pon30I110 ¢ MHBA3UBHBIM IpeOHEBUKOM B HepHom
mope [17]. CymecTByet crieHapuii mepexosia OT 3aTyXAINMX KOJIeOaHI B OKPECTHOCTI
K x Kos1e6aHUsIM B OKPECTHOCTH §), COOCTBEHHO B 9TOT MOMeHT $)— N (t—7) = 0, — 0o
U TaKoe paBHOBeCHe yCTONUNBO K Bo3MyIneHusM (puc. 5a). JlaHHblil crieHapuii mokasbi-
BaeT eCTeCTBEHHOE CHUKEHNE YNCJIEHHOCTH TI0CTIe 3aXBaTa apeaJia NHBA3UBHBIM BUJIOM
¢ kpurnuecku onacubiM K. CrioHTaHHOE TaJleHue T0C/e JOCTUKeHus: K-eMKOCTU Bbl-
3BaHO aKTUBHBIM KOHKYPEHTHBIM ITPOTUBOOOPCTBOM € aBTOXTOHHOMI 6moToit. [1ogo0nbiM
OTBETOM Ha YPE3MEPHOE PA3MHOXKEHNE MHBA3UOHHOI'O areHTa MOXKET CJIYZKUTb UMMYH-
Has CHCTeMa OpraHm3Ma, KOTopas, TeM He MeHee, He BCerjia CIIoCOOHA MOJABUThH TIOJI-
HOCTBIO 1y2KepojiHblii 00bekt. [loporosoit Besmunnoit Beictynaer N (0). MnBasnonubiii
[IPOIIECC OCTAHABJIMBAETCS Ha PABHOBECHM, HO 9TO CYIIECTBEHHBII YPOBEHBL: B HAIEM
sKcriepumenre $) = K/3.
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#=, 101,0000.0

t

YucnenHHoctb N

5,000, 0
8,000, 0
7,000, 0

,000,04

2,000,04

4,000,0+

3,000.04

T T T T T T T T
100.0 200.0 300.0 400.0 500.0 600.0 700.0 a00.0

Puc. 4. Crabmwmmzanus nasasun N (t) — $, max N(t) < K B (4) mpu N(0) = 2190.

20,000.0

15,0000

10,000.0q

5,000.04

UucnenHoctb N(t)

0.0

T T T T
200.0 400.0 600.0 200.0 1,000.0 1,200.0

Puc. 5. Cnonrannstit nepexon lim; ¢, N(t) = K + €, limy 0o N(t) = 9 B (4) mpr N(0) = 1099 < .

Cuenapuii mameit Mogiesin (4) HamIydmuM oOpa30M YKJIQJIBIBACTCS B IPOTEKAHUE
xpoundeckoro renaruta C. [Ipu HemHOro 3amazjpBaoiieii BbpabOTKe aHTUTE K BU-
pycy HCV — u3 pasroBecust (puc. 56), KOTOpoe He MOKeT ObITh YCTOWIMBBIM (TaK Kak
[evyeHb JI0JIT0 ero He BbuiepKuT K-émkoctn), copepxkanue supycuoit PHK mocturaer
[IPEJIeIbHO BO3MOYKHOM JI/I1 YKU3HU KOHIIEHTPAITIH.

ALT na rpadure nporekannss wadekiuu — Alanine aminotransferase, sto dhep-
MEHT, KOTOPbIIi 0OHAPYZKUBAETCsI B KPOBU IPU pa3pyIIeHUN KJIETOK Iedenn. [losiBiis-
ercs AlanmHamMuHOTpaHchepasa pe3ko, HO ¢ 3amasibiBanneM 1o cpapHennio ¢ PHK
HCV-Bupyca.
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Chronically - evolving acute HCV infection

HCV-specific antibody
ALT

Serum
HCV RNA

MCV-specife

Teell response

Relative level (9% max)

0 1 { ] 4 4 ()
Month s post infection

Puc. 6. IIpespamenue renarura u3 ocrpoit N(t) — K B xpouuueckyio N(t) — $ dbopmy [21].

HeszaBucumoe mocrosinaoe u3bsatue () (WM aHTHBUDYCHAST TEPAIIHS ):

=N (g ) (9 Nle— 1) - QN (- )

YpaBHOBECHT IIPOIECC ¢ MeHbINM L < §) 3HaUYeHneM paBHOBecHsi. Bo3eiicTBre MoxKeT
ObITH citoKHEe () = const, Kak B GpopMe ¢ ajanTarmoHHbIM 3anas3abBaraueM V[N (t —

7))
4. CoeHapuii MPOXOXK/IeHNU MPEJKPUTUIECKOTO L-MUHIMYMa

B npupoje m3BecTHO CyIecTBOBaHNE PEJIMKTOBBIX HOIY/IsAinii. Panee 9Tu BuIbI ObI-
i 60J1ee MHOTOUYNCJIEHHBIMU, JazKe JOMUHUPYOmMUMHI. [1oTOM yC/IOBHS M3MEHUIUCH.
KonkypenTHoe jgaBieHne OMOTHIECKOTO OKPYKEHNsT YCUIMIOCh. B pesko cokpara-
eT YUCJIeHHOCTH NpOoiiasa depe3 rIyOokmii oBpaskHblil L-muauMyM. O4YeBHIHO, HE BCe
HOILY/IAIMY OBLIN CIIOCOOHBI IIPEO0/I0IeBaTh MAJIOUNC/IEHHOE COCTOSTHIE, MHAYUe BTOPIKE-
HUA CIyYailHbIX BCeJIeHIEB ObLIn Obl IMOCTOAHHBI. B sKosorun sgdpdekT Kosamca 10
[IpEeIeJIbHO MaJIoil YMCJIEHHOCTH Ha3BaH CTaJueil TOPJIBIIKA OYTHLIKN. de/loBedecKast
MOy EBpa3uu ToKe MPOXOU/Ia MAJTOINCIEHHOE COCTOSTHIE TOPJIBIIIKA HA PaH-
HUX 3Talax IOocje BhIXOa I'PYIIILI JToaeil 13 Adpukn.

JlanpHelimast cyipba BHIOB-PEIUKTOB MOXKET ObITh Pas3/ndHa, PACCMOTPHUM BapH-
AQHTBI B CJIEIYIONINX YPABHEHUSIX.

4.1. Moaenb ¢ akTUBHBIM CONPOTHUBJIEHUEM

HpeﬂJIO}KI/IM MOIeJIb CHUJIBHOI'O KOHKypeHTHOFO/I/IMMYHHOFO JaBJICHUA C

W(N™(t)) # const:

A N (%) (- N(t—7)) - 7%. (5)
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Tax MBI TOJIyYUM CIIEHAPHUI TTPOXOXKJIEHUA KPUTHYECKOr0 MUHUMYMa — 3(deKrT
«bottleneck», mocsie Koroporo momyssinust ypasHoBemuBaercsa Ha yposae £ < N(0),
Kak Ha puc. 6 (Ipu Tex ke 3HaUeHHsIX, 4TO U panee, v = 04,9 < B < K,B =
10000, m = 3) Cuenapwuii onucbiBaeT 60Jjiee CUIHLHYIO HE3ABUCUMYIO DEaKIIUK CPEJIbl Ha

140.0

120.0+

100,04

80.0+

60,04

40,0+

20,04

UuncneHHoctb N(1)

0.0

T T T T T
0.0 100.0 200.0 300.0 400.0 500.0

t

Puc. 7. Cuenapuit mpoxoxKieHusi OMACHOr0 L-MUHUMYMa, UACTEHHOCTH.

yBesmdenne unciennocrn seetenna. Craraemoe N™/(B+ N2(t)) o3Hadaet, 9T0 aKTHB-
HOCTb JJaBJICHUA XI/IH_[HI/IKOB/aHTI/ITe.H IIPOIIOPITNOHAJIBHO CKOIIJIEHUIO JOCTYITHBIX 2KEPTB.
Ypasuenue 66110 npeyioxkeno Jlroasurom, Txkoncom u Xosumuarom [15] majist onucanust
BCIIBIIIIEK YHUYITOXKaToIIEH jteca B Kanaje e/loBoil TucTOBEpTKU B Takoi popme:

dN N(t) N2(t)
PR (1 - T) BES R0k (6)

Hnsg momudukaryu B (6) ucnosbzoBanaocs 6azoBoe ypapHeHue PepxroybeTa.

B monyuennom HaM# ClieHAPUU MHOTOYUC/IEHHAs TIOMYJIAIUS IPHOOPETAET CTaTyC
«ucuesaronuit Bujiy. IIporecc ncaesHoBeHns MOXKET PacTSHYThCs Ha MHOTO JieT. [1o100-
HBII CIIEHAPUI peaim3yeTcs g OCETPOBBIX pbl0 Kacnuiickoro Mops m3-3a COKpaIeHus
myTeil JII HepecTa U WHTEHCHBHOTO MTPOMBIC/IA, Ha, MUTDAIMOHHBIX My Tax [19].

4.2. Cnenapwmit xpouu3aruu «bottleneck» omacHoit nHBa3nm

Cnenapunit «bottleneck» nas nHBasHOHHOrO BHA € OY€Hb OONBIIAM T, = 10° x r
OTJIMYAETCS CTPEMUTEIBHBIM AJIeHHeM YUCJCHHOCTH ¢ = T Kak Ha puc. 7. Ciemyer
cTabuIn3alus Ha HU3KOM YpoBHE «OyTbiiounoro ropibimkas: N(t) — L, N(0) < L <
$). B HEKOTOpBIX CiIydasx MOJEh MOXKHO IMEPENucaTh KaK 3aBHCHMOCTb M3bSITHSA OT
Ha4YaJIbHOW YHUCJICHHOCTH:

O N (%)) B =NE=m) =157 m)— R
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1,200.0

1,000,049

200,04

600,04

400,04

200,04

UucneHHocto N(i)

0.0 T T T T T T
50.0 100.0 150.0 200.0 Z50.0 300.0

Puc. 8. “Bottleneck” B (5) mpu GoJIBIIIOM PEIPOLYKTHBHOM 7'g-TIapaMeTpe.

Cuenapuit B (7) ¢ V[N (0), N(t — T)], T > 7 tpebyer B nanbHeiinteii Hameit pabore
OTJIEJIBHOTO 9KOJIOMMIECKOTO 000CHOBAHMUSI.

5. 3akJrouedue

Mpbl Mosie/IMpoBaI BapUaHTbl Pa3BUTHS ArPECCUBHOTIO MHBA3UOHHOI'O IPOIIECCA,
JIUTs 1ero ObLIO (POPMAJIN30BAHO 3aIIa3/IBIBAIOIIEE TTPOTUBOIEHCTBUE PACIIPOCTPAHEHUIO
BTOprIerocs Buia B ypasuenusx (4) n (5).

B reopernueckoii 9KOJIOrHE TOCIOICTBYET PEJCTABICHUE O JOCTHKEHUN (BO3MOXK-
HO, OCITIJIIUPYIONM 06pa3oM) Jyist Hekoroporo t > 0, r = const, N(0) < K 3nadeHus
N(t) > K. Oxnako, B pe3ysbraTe 3aBepIlieHns ak THBHON (ha3bl MHBA3UU TEOPHs TIPe/I-
nosaraer g VN (0) paBrosecue limy o, N(t) = K, tme N ~ K o3HadaeT 3aHsITHE
JIOCTYTIHOM 3KOJIOPMYECKON HUIM BuJoM. B momenn (4) pacemorper creruduaeckuit
crieHapuii, Korja yKe jjocturayroe ¢gpukcupoantoe pasaosecue N (t) = K BbI3bIBaeT
C HEKOTOPOil 3a/1epzKKOil t paspyienne camoii cpejibl. Cocrosinne K-eMKOCTH B Ha-
IIIeM CIIEHAPUH MOXKeT OBITh JOCTUTHYTO, HO HE sSBJIsieTCs ycToianBbiM. [loTepst mocte
N(t) > K, t > t,, IUCCUNATUBHBIX CBOICTB TPAEKTOPUH O3HAYAELT JECTPYKIHIO SKOCH-
CTEMBI.

B npejioxkenHom ypasuenun crieHapuii passurust 3asucut or N (0). CregoBaresib-
HO, B IIPOTHO3UPOBAHUN CIIEHAPUST BAYKHO M3HAYATBHOE KOJUIECTBO BTOPTIIETOCHA Hy-
JKEPOJTHOT0 00'beKTa, CTUMYJIUPYIONIEro OTBeTHYIO peaknuio. [lapamokcaabHo, HO ecan
BTOp KEHIE MaJIo3aMeTHO, TO U peakiusd cjaabas u mejjennas. [loromy nndekium ma
epBbIX (a3ax BBHITOIHO 3aTAUTbCd. BBIMUC/IUTEILHO MOXKEM OIPEJIEC/IUTh TOPOroBOe
N(0). Bxiiodenne B MOJeIb Peryjisiui TpoTusobopcTsa W, 3aBUCSIIEro OT CTere-
ru W(N?(t)) onumier crieHapuil TIPOXOXKICHUS TIOIYJIAIUN KPUTHIECKOTO MUHEMYMa, 1
IIpeBpAIEeHns BCEJIEHTa B PETUKTOBYIO (DOPMY.

Hawubosiee nnrepecto, 910 B MOJIEITH MOYKHO OIHUCATH IIepeTeKaHue OCTPOil MHMEK-
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MM B XPOHUYIECKYIO CTAIUIO IOCTOSHHOTO IPUCYTCTBUSA YaCTO HE3aMETHOI'O Oovara, Ha-
npuMep B mpumepe passutust 3abosesanus renaruta-C [8], Kak mokasaHo Ha puc. 8 ¢
quaamukoit pepmenta ALT u HCV-aunturesn [21]. B qunamuke 3a60/1eBaHus HATJISIIHO
BUJIHO, UTO cpabarbiBanue 3pHOEKTUBHOIO OTBETa OTPAXKAETCs Ha WHBA3MOHHOM BU/IE
UMEHHO PE3KUM 0Opa3oM.

Level

Months Years

Puc. 9. Ilepexos B XpoOHMYECKYIO CTaIUIO U MOBTOpHAas akTuBHOCTE HCV.

B peanbHOCTH OITacHBIfl UyKEPOJIHbIN areHT Oy/eT KJIaTh OCaa0/JIeHusd KOHTPOJIS
10 BHENITHUM TIPUYMHAM U BHOBbB MOKET IMPOOOBATH HepeiiTu B ocTpyio dhazy. Bupycam
9TO HEOOXOIUMO JIJIs JajibHelero pacipocrpanenns. Bug dyuaknun W(N™(t — 7)),
oTpaKaloNuii xapakrep conporusienns cpeas: N = rf(NF: K:§) — U(N™(t — 7))
IprOOPETAET BAXKHYIO POJIb.

B nannOil mHTEpIpeTanUN MOJEN MPUYINHA 3aI1a3/IbIBAIONIEH Perysius OIeBu/I-
Ha — 9TO UMMYHHBI!l OTBET OpraHm3Ma. Y pOBEHb CONPOTUBJIEHHS OpPraHU3Ma KOHTPO-
JINPYET JOCTATOYHO CJIO?KHO YCTPOEHHAs] CUCTEMA B3aUMOJIEHCTBUS UMMYHOKOMIIETEHT-
HBIX KJIETOK pa3/IngHoil crenuaaunsanuu 1-, B-umdonuToB, mpoxoasdinmx oToop st
IIPOM3BOJICTBA HEOOXOIMMBIX aHTHUTEI. KcTecTBeHHBIM 00pa3oM 00pasyeTcs: 3alas3/ibl-
BaHUE PEAKINN OTBETA, KOTOPOE B OOBITHOM CJIydae KOPPEKTUPYETCsS HAMH BaKI[MHA-
nueit. PakTrvecKn TPUBUBKA MTO3BOJIAT CABUTATH BJIEBO MOMEHT IIPOSBJIEHUS OTBETA
JIMMOIUTAPHON PeaKIuU B HAIIIEM BBIYUCIUTEILHOM ciienapuu puc. 7. Komnuectsen-
HbIE TIOKA3aTEeJU OTBETAa — YPOBEHDb IPUCYTCTBUS AHTUTE, HO 9TO HE JIOCTATOYHBIN
oKa3are/ib. BaxKHa X KadeCcTBEHHAas CIIOCOOHOCTb — CBSI3BIBATHCS € HYZKHOM IEJIBIO.
B cnyuae BUY zanazapiBanue a¢dpdekTuBHOrO oTBeTa Oy/IeT HapacTaThb U3-3a YBe/IH-
YUBAIOIIETrOCs pa3HOOOpas3nsi BUPHOHOB, U CTAHOBUTCS KPUTHIECKNM (DAKTOPOM B Jie-
CTPYKIIUU OPTaHU3Ma 3TUM MHBA3MOHHBIM areHToM. ClieHapuil MHTepeceH B3PBIBHBIM
MOMEHTOM IIPEBPAIIEHUs JIATEHTHON (ha3bl BHOBb B OCTPYIO CTAUIO U JieTaabuyo. O6-
PATHBIH 1epexo/] K aKTUBHOCTU OT L-MUHUMYMa MbI OOCYJIUM B CJIeIyIONIeil padbore.
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