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Ha npumepe mnepBoil mangemuueckoil Boausl rpunna A(HINI1)pdm B Poccum (2009-2010 rr.)
HCCIIeyeTcsl B3aMMOCBSA3b NMAHAEMHUYECKOW 3a00J7€BaeMOCTH C JOJEBBIM YYaCTHEM ITaHAEMUYIECKOTO
BapHaHTa B 3MHUAEMHUYECKOM Ipoiecce. OO0CHOBBIBAETCS BHIOODP THNA B3aMMOOTHOUICHUH BapHaHTOB
U NEpPeHOC KOHIEMIIUU CaMOPErylIslUU SMUAEMHYECKOTO IMpollecca Ha MEXaHM3M pPa3BUTHUS MaHJe-
MU4eckoi BOJHBI. [l0sICHSETCS poib T€HETHUYECKOTO Jpeida MaHIeMHYECKOro MITaMMa.

Kniouesvle cnosa: nandemuueckuil eapuarm, npe()mecmeeHHuKu, 8blMECHeHUue, camopecyiayus, ceHemu-

yeckutl Opeugh, mooep.

IIsaTh cneayromux OJHA 3a JPYrodl maHIeMui
Bupyca rpunna A (c 1918 r. mo 1977 r.) npouuiu
LMKJ M3MEHEHUW TreMarriloTUHUHA U HeMpaMHUHHU-
a3pl; TMPH ATOM YETHIPE MEPBBIX XapaKTepH30Ba-
JUCh MOJHBIM BBITECHEHHEM MPEILIeCTBYIOLIETO
MaHJIEeMUYECKOTO BapuaHTa HOBBIM [l]. OTa oco-
OEHHOCTb, a BMECTE€ C Hell W TPEANOJIOXKEHHE O
MEepHOJUYECKOM MOBTOPEHUM LIUKJIA U3 ISATH IMaH-
nemuil [2], Hapymwunaces B 1977 r. (msatas naHpe-
mug). Bromote mo 2009 r. ObIIO HESICHO, KakK IIO-
Bemer cebs BO3OyauTenb manbiie. TpoitHo#W peac-
copranT 2009 1., chopMupoBaBuuiics B Mekcuke,
pa3peruia Crophl dMUIAEMHOJIOTOB, CTaB HAYaJIOM
HOBOU crpateruu Bo30Oyautens. OT CBOUX Tpea-
[IECTBEHHUKOB OH B3I TY K€ XapaKTEPHYIO 4epTy
MOBENCHHS] — BBITECHEHUE MpeNnIecCTBEeHHNKA [3—6].
OO0 3TOM CBHIETEILCTBYET HAOIOJABIIUNCS TIO-
BCEMECTHO POCT JOJIEBOTO YIACTHS MaHIEMHICCKO-
ro mramma A(HINI1)pdm B coBMecTHON LUpPKY-
mamuu co mrammamu A(HIN1), A(H3N2) [7]. Xa-
PakTepHBIM OCTaBalICA U POCT YHcIa JperH(oBBIX
BapHAHTOB MaHAeMHYecKoro mrTamMma [3,8,9].

Tak kak mpoIecC BBITECHEHHS IPOTEKaI BO
B3aMMOJCHCTBUU C MOMYyISLUEH X035 IMHA, TO MOX-
HO TPEAIOJIOXKHUTh, YTO JOJIEBOE ydacThe U 3a00-
JIEBA€MOCTb CBSI3aHBI OMPEIAEICHHBIM MEXaHU3MOM.
Takoe mpennoyioKeHue BBITEKAET M3 HaO0Iac-
MOTO OTEepPEeKEHUs TUKa [I0JIEBOTO YYacTHsS MaH-
JIEMUYECKOTO ITaMMa OTHOCHUTENbHO IHUKA BBI3BI-
BaeMoil mmu 3aboneBaeMoCTH (pHCYHOK, a). Ilo-
noOHash B3aMMOCBS3b HaONIOJanack U B JKCIEPH-
MmenTax bemskoBa—XoasipeBa ([10], c. 28), rae mo-
MHMO BUPYJIEHTHOCTH U 3a00JIeBa€MOCTH H3MEps-

JIOCh M J0JIE€BOE YyJacTHE BEIYIIEro BapuaHTa. IDTO
CXOJICTBO HaBOJUT Ha MPEIOJIOKEHUE, YTO chop-
MyJIupoBaHHasA BemsaKOBBIM KOHIIEMIHS CaMOpeEry-
JSAMUU SMHAEMHYECKOTO MpOoIlecca OXBATHIBAET H
NaHHBIM ciydail. Bmecte ¢ Tem, umes B BUIY
OBICTPBIM cHaJx MaHAEMUYECKOW 3a00JeBaEMOCTH
MpH MEMIEHHOM CIajJie OJIEBOTO Y4YacTHs MaHe-
MHYECKOTO IITaMMa, MOXHO MPEANOJOXHUTh Ha-
JTUYMe OTHOCHUTENbHON aBTOHOMHH IIPOIECCAa BHI-
TecHeHHUs. Takas Touka 3peHHsS BO3MOJXKHA B CIIydae
cnaboii oOpaTHOM CBSI3M CO CTOPOHBI MOMYJAINU
xo3siuHa. llenb cTaThu — OMPOBEPUTH ITHU MPEIIO-
JMOXXEeHUsI, MOJEIUPYsS pa3BUTHE NaHAEMUYECKOU
BostHBI 2009-2010 rr. B KOHIENIMH BHYTpPEHHEH
perynsiuu, JOTOJHEHHOW 3aMe4aHHEeM O Xapak-
Tepe oOpaTHO# CBS3H.

MATEPUAJIBI 1 METO/I
NCCIEJOBAHNUA

HNcxonHblM MaTepuanioM s MOJEIUPOBAHUS
MOCIYXUJIA PE3yIbTaThl, OMyOJINKOBAaHHBIE B pa-
6orax [3,4], rne mpuBeneHs rpaduku M3MEHECHHI
CKOPOCTH WHQUIIMPOBAHUS U JOJEBOTO YYaCTHS
naugemuueckoro Bapuanta A(HIN1)pdm B mep-
BOM NaHJIEMUYECKON BOJIHE Ha Teppuropuu Poc-
cuu. HanoxeHnue 3Tux rpaukoB Bo BpeMeHH (pH-
CYHOK (2)) TO3BOJISIET OTMETUTh OCOOCHHOCTH B3a-
HMHOTO MOBEJAEHHUS ABYX IOKa3zaTeled U HUCKATh
00BACHEHHE OTMEYEHHOMY OIIEPEXKEHUI0 OJIHOTO
U3 HHX.

B kauectBe Meroma wuccienoBaHHS BBIOpaHO
MaTeMaTH9YeCKOe MOJEINPOBaHNE, KOTOPOE MO3BO-
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YacroTa BBISBICHHS MaHAEMHUYECKOr0 BapHaHTa rpunma (p,) U AUHAMHUKA 3200JI€BA€MOCTH NaHAEMHYECKHUM TI'PUIIIOM
(l): (a) — mo pesynabraTaM HaOMIONCHWH (B HaJOXKEHHM TpauKOB I p,(r) M I(t), B3ATBIX COOTBETCTBEHHO u3 [4] n
[3]), (6) — mo pesymbratam Mogemuposanus; a = 1,1, a’ = 0,000765, by = 0,2, b, = 0,667, ¢ = 0,0002, p,(0) = 0,97,
p>(0) = 0,03, p0) = 0, S(0) = 5000, 1(0) = 4, R(0) = 0; mo ocu abcuucc: ¢ (B Helaendx), IO OCH OPAUHAT: p, (B

nonsix), ! (dem./Hen., ymensieHa B 1000 pa3).

JS€T BBOJUTH B MOJENb Pa3BUTHUS JMUIEMUH TH-
MOTETUYECKUE MEXaHU3MBI, IPOBEPsIsl UX aJleKBaT-
HOCTH C IIOMOIIBI0O MMEIOMIMXCA OaHHBIX HAaOII0-
neauss. OOHEM M3 TaKUX MEXaHU3MOB BHIUTCS
aHTaroHU3M MEXJAYy MaHJAEMHYECKUM IITaMMOM U
€ro NpEeJUIeCTBEHHUKOM, APYTMM — BHYTPCHHSS
peryismus OTHOMIECHUH CyOTIOMYISAIIMOHHOTO YPOB-
Hs ¢ monyJsluMoHHbIM. Eciu uccnegyemass MoAenb
BEpHO BOCIPOU3BOJUT XapakTep HaOI0IaeMOTr0
npolecca, TO BBEJAECHHBIE B HEE MEXaHU3Mbl MOTYT
CUUTAThCA OTBEYAIOIIMMU JeHCTBUTENbHOCTU. B
3TOM cllydae BHIOPAHHBIN THUII B3aUMOOTHOIICHUH
LITAMMOB U KOHLEMIUS CaMOPEryIsUUU dMUIAECMU-
YECKOT0 IMpoIlecca MPUMEHUMBI K OOBSICHEHHIO OT-
MEUCHHBIX SIBIICHUM.

MOJIE/b

OObeauHUM TOMYJISIIIAA JABYX MITAMMOB-TIPE-
mecrBeHHuKOB, A(HIN1) u A(H3N2), B o0uryro
MOMYJISIIIAIO, ACHCTBYIONIYIO HapsIy C MaHIEeMUYe-
CKO#, m OyaeM mojarath, 4YTO OSIHAEMHYECCKUN
MpoIlecc MPOTEKaeT BO B3aUMOJCHCTBUU UX MEXIY
coboif M Kaxmol — c momymsnueidl xo3suHa. B
KadecTBe THIIa B3aUMOOTHOIICHUH MaHIEMHIECKO-
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I'o mramMma C O606H_I€HHI)IM MTaMMOM-IIPEAIIECCT-
BEHHHUKOM BBIOEpEM OTHOIICHHS THIA XUITHUK—
JKepTBa, TJle B POJU XHUIIHWUKA BEICTyMAaeT IMaHJe-
MHYECKUH ITaMM, a B POJH JKEPTBH — €ro 0000-
LOICHHBII NpEAIIECTBEHHUK. Pe3ynbTaToM Takoro
B3amMoOJeiicTBus OyaeM cuuTath (opmMupoBaHHE
npeihoBEIX BAPUAHTOB MAHIEMHYECKOTO IITaMMAa.
[Tycts p, — noNeBoe ydacTHE HpPEALIECTBEHHUKA,
P, — MaHJIEMHUYECKOTO IITaMMa, py; — €ro apeido-
BbBIX BAapHUAHTOB. N HTEeHCUBHOCTH BBITECHECHHS ITaH-
IEMHYECKUM IITaMMOM CBOEro 0OO0OOIIEHHOTrO
MpEeIIeCTBEHHUKAa TPUMEM MNPOMOPIUOHAIBHOHN
MPOU3BENICHUIO UX JOJEBHIX YYaCTHH, a WHTECHCHUB-
HOCTh Jpelipa — MONEeBOMY ydacTHIO MaHAeMHYe-
ckoro mramma. Torma B3auMOJEHCTBUE JBYX IO-
MyJSIUNA BO30OYIUTEN S, COMMPOBOXKIAEMOe Aperdom
MaHAEMHUYECKOTO MITaMMa, 0TOOpa3sAT ypaBHEHHS:

dp/dt=—a\p\p,, dp,/dt=a,p,p,—bp,,
dpgldt=Db\p,, py+pr+pg=1,

riae a,p,p, — UHTGHCUBHOCTb BBITECHEHUS, a bp,—
WHTCHCHUBHOCTH Jpeiida.

OnuaeMruYecKuil Impolecc, BbI3BAaHHBINA NaHe-
MHUYECKUM MITAMMOM, MOJEIHPYEM YpaBHEHUSMU
tuna SIR (S — 4ucio BOCHPUMMYHUBBIX K HaHIe-
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MUYECKOMY IITaMMy, [ — YUCIO MHPUIUPOBAHHBIX
UM, R — 4ucio npuoOpeTmux UMMYHHTET):

dS/dt=—a,S1, dlldt=a,SI1-b,l,
dR/dt=b,I, S+I+R=H,

a B3aMMOCBS3h CyOMOMYyIAIMOHHOTO YPOBHS C TO-
MYJSIAOHHBIM — 3aBUCHUMOCTSIMU:

’
a,=acS, a,=a'p,

IlepBass oTpa)aer cTUMyIHpYIOIlee IeHCTBHE
BOCIIPHUMYHUBBIX, BTOPas — CTUMYJIHPYIOIIee aei-
crBue Bo30Oyaurens. To u Apyroe oTBe4aer mojo-
KEHUSM TEOPUU CaMOPEryIsalHUH IMUIEMUYECKOTO
npouecca [10] mpu 3amMeHe BHUPYIEHTHOCTH JIOJIE-
BbIM ydactueM. [Ipu 3TOoM ckopocTb HHGHUIUPO-
BaHWA Halimercs Kak [ = a’pzSI. JlomomHUM MOIENTH
YCIIOBUSIMH Hadaja 3MUJEMUU:

p2(0) >0, 1(0) >0,
acS(0)p,(0)—b,> 0, a'p,(0)S(0)—b, > 0.

PE3VIJIBTATBI M1 OBCYXJAEHUE

AHanu3 peaabHOTO MOBEJCHUS MapaMeETPOB p,
¥ [ OKa3bIBAET, YTO MUK JOJEBOTO Y4acTus IMaH-
IEMHUUYECKOTO0 IMITaMMa oTMeuaercd Ha 44-if Henele,
a MUK CKOpocTH MHPuUUpoBaHus — Ha 47-U (pu-
cyHok (a)). Kpome Toro, 3aboieBaeMOCTh CHHUXKa-
eTcs 10 MOPOTrOBOrO YPOBHS YK€ K CEpeIuHE SIH-
Baps (55-1 — 56-1 Hemenu), TOraa Kak JAOJIEBOE
yJacTHe MaHIEMHYECKOTO IITaMMa OCTaeTcs elie
BBICOKMM W MEIJIEHHO CHIDKAeTCs J0 MapTa, MpH-
gyeM Ha (oHe pocra yucna ero Apei(oBBEIX Bapu-
AHTOB. OTH OCOOEHHOCTH B3STHl B OCHOBY YHC-
JIEHHOW WACHTH(UKAIIUH MOJENH: MHKOBBIEC 3HAaUe-
HUS TIOKaszaTelnedl p, U [ BBIIEPKUBAIUCL C TOY-
HocThiO 1-3% (st [: 100:/649 — 643|/643 = 0,9%;
st p,: 100-/0,500 — 0,513|/0,5 = 2,6%), a MOMEHTBI
HACTYIUJIEHUS] NMUKOB — C TOYHOCThIO A0 1% (amns
I: 100-47,00 — 47,13|/47 = 0,3%, anst p,: 100:/44,00 —
43,69//44 = 0,7%) npu peanbHBIX HAYaJIbHBIX 3HA-
yeHusax p,(0), /(0). Pesynbrar npuBeneH Ha PUCYH-
ke (a). CpaBuuBas pucynku (a) u (6), MOXKHO
cIenaTh BBIBOJ, YTO JHHAMHKA BHITCCHCHUS HOBBIM
MITAMMOM CBOMX HPEAIIECTBEHHUKOB U XapakTep
CBSI3U CYOINOMYNSIHOHHOTO YPOBHS C MOIYJISIH-
OHHBIM BIIOJHE aJIeKBAaTHO OTOOpaXKaroTca JaHHOH
MOJIETBI0, TIPH 3TOM BBHIOpaHHBIH THUI OTHOIIEHUH
(«XHIIHIK—KEPTBa») YyIOBIETBOPAET TpedyeMoMy
XapakTepy mpoliecca. 3aMeTHM, 4YTO JIUHAMHKA
MaHIeMIYECKON 3a00JIeBaeMOCTH, MOBTOPSIOMNIAS
XapakTep W3MEHEHUs HWHTEHCHUBHOCTH 3aBO3HBIX
caydaeB (c Tem ke mukom Ha 47-ii Hemene [3]),
OTpa)kaeT TOT XK€ XapaKTep pa3BUTHS NaHIEMU-
YECKOro Mpoliecca, YTO U 3aB03 (BO3MOXKHO, IO-
TOMY, 4TO 32 py0eXkoM B 3TO BpeMs pa3BuUBajiach
BTOpasi BOJIHA TAHJIEMHUM).

KOJIECUH

B cymecTBoBanuu cnaboii oOpaTHO#M CBA3M €O
CTOPOHBI TOMYJISIIUU XO35SWHA MOXXHO YOETUTHCH,
3aMeHss MEepEeMEHHBIH napamerp a; = acS MocTo-
sHHBIM acS(0) = a, tone ¢S(0) = 1; mpu sToMm
OyneM HaOJIOAATh JUIIb HE3HAYUTEIbHBIC H3MeE-
HEHUs B JMHAMHKE BEIUYHH P, U [: UK p, U3Me-
wsercsa ¢ 0,5136 mo 0,5144, a nux [ — ¢ 0,6437
no 0,6004, xotss S yMmeHnsliaeTcs BABOE (MOMEHTHI
MPOXOXKJICHUS THUKOB OCTAIOTCS TpexHuMH). On-
HaKO TapaMeTpuyecKkas 3aBUCUMOCTh OCTaeTcs B
cuie, HoO oOpaTHas CBA3b OKa3bIBAETCS BO MHOTO
pa3 cnabee «mpsMoii». Tak, IpuU yBETUYEHUH KO-
s dunrenta NpsAMoOi CBA3M ¢’ B JBa pasza MUK [
BO3pacraeT B MATh pa3, TOT/AAa KaK IPU TOM IKe
yBeNMueHUU Kod(pduuueHTa oOpaTHOW CBA3U a —
JMIIb B JIBAa pasa; MUK p, B IEPBOM CIy4yae yMEHb-
maercs ¢ 0,513 mo 0,490, BO BTOpOM — yBENHYH-
Baercs ¢ 0,513 mo 0,594 (mpu 3TOM MNHKOBBIE
MOMEHTHI OKa3bIBalOTCS 00Jiee YyBCTBUTEIBHBIMU
K U3MEHEHUI0 a). Hanwume mapamerpudeckoil 3a-
BHCHMOCTH TIPU OTCYTCTBUHU ($a30BOM cozmaer 3¢-
(EeKT «KaXylerocs» OTCYTCTBUsI OOpaTHOW CBs3H,
YTO W Jaj0 MOBOJ TOBOPUTH 00 OTHOCHTEIBHOU
ABTOHOMHH MMOMYJISITHOHHBIX U3MEHEHUU BO30yIuU-
Telsa. DTO He OTBEpraeT HaJIMYKs B3aUMOOOpaTHOM
CBSI3W MEXIY MOMYJISANUSIMHA BO3OYIUTENS U XO35H-
Ha, HO JieJlaeT MepBYI0 OTHOCUTEIHFHO aBTOHOMHOM,
M3-32 HYEero CaMOpPEeryisimus B3aUMOOTHOIIEHUH
NIIBYX TOIMYJSAIMUNA OCYIIECTBIISETCS B IPUOPHUTETE
Bo30yauTens. [lepeuncinennbie GakThl MO3BOJSIOT
TOBOPUTHL O JOMYCTUMOCTH OTHOIICHHWH THIIA
«XUIHUK—KEPTBA» MEXKIY MaHIEMHUYECKUM IITaM-
MOM M €r0 MPEeIIIECTBEHHUKOM U MPaBOMEPHOCTH
MepeHoca KOHILENIIUU CaMOPETYJISIHU dIMUIEeMUYe-
CKOTO Tpoliecca Ha MPOIECC BBHITECHEHHS.

HaGnronaemble 0COOEHHOCTH BO B3aUMOJEHCT-
BHH TOMYJSIIUN X035 MHA U BO30YIUTEINsI BBIACISIIOT
Ty CTOPOHY HX B3aMMOJACHUCTBHS, TI€ IMOIYJALUS
X034MHa BCTpeYaercs ¢ KOHQIUKTYIOUUMH MEXITy
coboit rpynmamu Bo3Oyautens. Tor ¢akr, uto
IWHAMHKA BBITECHEHUS MaHIEMUYECKHM MITaMMOM
CBOEr0 INpEAIIECTBEHHUKA OIepexaeT IUHAMHUKY
3a00JIeBa€MOCTH, OINPEAEIsET HE TOJBKO BEAYIIYIO
poip BO3OyAHMTENs B Pa3BUTHUU DIHAEMUYECKOTO
mpolecca, HO U €ro ClocOOHOCTb MEHSATH CBOIO
CTPYKTYpy. ['eHeTnuecknii npeid maHIEMHUYIECKOTO
HmITaMMa, BBIPAXKAIOMIUIICS B TeHEPUPOBAHUH MHO-
JKecTBa CBOMX BapuaHTOB [8,9,11], mpencraer kak
($aKkTOp COXpaHEHHUs >XU3HECHOCOOHOCTH MOIMYJIs-
nuu Bo30ynurens. PacTBopsisick BO MHOXeECTBE re-
HETUYECKUX BapHaHTOB, MAaHJAEMUYECKHH IITaMM
YXOAHUT U3 MOJ UMMYHHOTO Ipecca X03siuHa, oOec-
neyuBas 3TUM BO3MOXXHOCTH IPOJOJIKATh CBOE
CyLIeCTBOBAaHME (YTO OEHCTBUTENHHO M OOHAPYXKH-
BAaeTCs B TMOCIENYIOIIMX IOBTOPHBIX BOJHAX
[12,13]). CnocoOGHOCTE BO30yauTENs rpummna A yxo-
OUTh U3 MOJ PacTyILEro MMMYHHOTO IIpecca, MEeHsIs

BUODPU3UKA ToMm 61 Bemm. 6 2016
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HE TOJBKO BHUPYJIEHTHOCTb, HO U TEHETHUYECKYIO
CTPYKTYPY, SBIsSIeTCS ero (pyHJaMeHTaJIbHBIM CBOM-
CTBOM. OJTO MO3BOJIIET BO30YAUTENIO TPHIA yC-
TOWYMBO TpPeOBIBATH B JKUBOM MHUpE, aKTUBH3UPY-
SICh TEPUOJUYECKH B BHJE JSMUAEMHUYECKHUX BOJIH.

3aMeTuM, 4TO B 3apyOEKHBIX HCCIEIOBAHUIX
no nangemuu 2009-2010 rr. mpeamodTeHUe OTHA-
€TCs IOUCKY 3aKOHOMEPHOCTEH TeppUTOPUAITHHOTO
IBWKECHUS MaHAaeMudeckod BoJIHEI [14,15]. Takoro
pola HWccIeqoBaHUS MOTYT CTaTh IPEAMETOM MO-
JIETbHOTO CPpaBHEHHS C pe3yJbTaTaMU OTEYECTBEH-
HBIX HaOmromenuit [13,16]. Kpome Toro, nBe maH-
JNIEMUYECKUE BOJHBI, MPOUIEAIINE 3a PYOSKOM C
KOPOTKHM BPEMEHHBIM Pa3pbiBOM, TPEOYIOT CBOETO
00BACHEHHS, OTIUYHOTO OT OOBSCHEHHS POCCHIA-
CKOTO CiIy4as C JUIMHHBIM Pa3pbIBOM.
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Pa3BuTre mangeMuueckoil BOJHBI OCYIIECTBIIS-
eTCsl 4epe3 CTHUMYJIWpYIolee BIUSHUE CYOIMOIyJs-
[HOHHOTO YPOBHS Ha MOMYJIAIHNOHHBINA; IPU 3TOM
6osee crmaboe oOpaTHOe BIUSIHUE co3maeT dP¢exT
OTHOCI/ITGJILHOﬁ ABTOHOMHUHU HpOHCCC& BBITCCHCHUSI.

Hanuuue reHermveckoro apeida maHaeMudve-
CKOTO IITaMMa I103BOJISE€T BO3OYIUTENIO CHUXKATH
CBOE JIOJICBOE YYACTHE B JMUASMUYECKOM TpoIiecce
0e3 moTepu CIOCOOHOCTHM BOCCTAHOBJIEHHUS BEdy-
el pojd B MHOCIHENYIOUMX MOBTOPHBIX BOJIHAX,
XOTA U C IOCTEINEHHBIM €€ OClIa0JIeHUEM.
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Analysis of the Mechanism
of Exclusion by a Pandemic Strain of Its Precursors

LI.D. Kolesin

Faculty of Applied M athematics and Control Processes, St. Petersburg State University,
Universitetskii prosp. 35, Petergof, St. Petersburg, 198904 Russia

Using the first pandemic influenza A (HIN1)pdm in Russia (2009-2010) as an example, influenza
morbidity associated with circulation of the pandemic variant in the epidemic process is studied.
The choice of the type of variants co-circulation and transfer of the concept of the self-regulation
of the epidemic process to the mechanism of the emergence of the pandemic wave are justified.
The role of genetic drift of the pandemic strain is explained.

Key words: pandemic variant, predecessors, exclusion, self-regulation, genetic drift, model
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