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XapakTepusyloTcsl MOeN MPeAOUOIOTUIECKOM IBOIOIMU, B UCCIETOBAHUN KOTOPBIX MPUHUMAJT yJacThe
aBTOD HACTOSIIIE CTaTbU: MOJIEJIb KBA3UBUIOB, MOEIb TMTIEPLIMKIIOB, MOZEJIb caiizepoB. Mojenb KBa3UBU-
IIOB ObuIa mpeajioxeHa DiireHoM B Hadasie 1970-x rogoB. DTa MoJieib ONMUCHIBAET IBOJIOLMIO HOMYJISILIUN
makpomoliekysl PHK, konupytommx HacnencrBeHHyto nHdopMmamuio. [Ipu pasmHoxeHun monekyn PHK
MMPOUCXOIUT KOMMMPOBaHUe HacienyemMoit nHdopMaunu. OmmMoKY B Mpoiiecce KOMMPOBAHUST MPUBOIAT K
mytauusM PHK. DBosonust nomyisiiyu IpuBOAUT K OTOOPY KBa3MBUIA — TAKOTO pacrpenesieHUs Lero-
yek PHK, B koTopoe Bxomut kaxk “Hawiydinas PHK”, pasMHoxalolasicsa ¢ MaKCUMaJIbHOI CKOPOCTBIO,
TakK M OJIM3KKUE K Hell LIeNOYKHU, OTJIMYAIOIIMeCs] OT 3TOM HaWIydlllei MyTalluOHHBIMUY 3aMeHaMu. Monenb
TUNEPUMKIIOB Oblia npeayioxeHa B koHue 1970-x ronos DiireHoM u Llycrepom. B runepiukiie K uenoy-
kam PHK nmoGaBisiroTcsi IEMOYKu aMMHOKUCIIOT, KOTOPBIE BBITIONHSIIOT OTpeeIeHHbIE KaTaIMTUYeCKue
dyHk1MM 1 BMecTe ¢ Liernmoukamu PHK ¢hopMupyI1oT Ie10CTHYIO CUCTEMY KOONIEPAaTUBHO B3aUMOIEHCTBY -
omx Makpomosiekyi. Eie 6onee 61u3Kast K MpOCTEHIIMM OpraHM3MaM MOJe/ib — MOJENb Caii3epoB —
Obu1a nipensioxeHa B.A. PatHepom u B.B. [llamunbiM B Hauane 1980-x ronoB. TepmuH caiizep (syser) npo-
mcxomur ot citoB SYstem of SEIf-Reproduction' (camoBocrponsBomstmasics cuctema). B caitzep BXOIAT mmo-
JIMHYKJIEOTUIIHAS 1IeTI04Ka, (DepMEHT PeIUIMKaIK, (DepMEHT TPAHC/SILIUI U Apyrue hepMeHTHI 1 O6eku. Tak-
Ke OTMeUeHa MOJIEJIb CTOXaCTUUEeCKOTO KOPpPEeKTOopa, KOTopasi, KaK U MOJIeNib Caii3epoB, XapaKTepusyeT
orpeesieHHOe MPUOIMXKEeHNE K peasIbHbIM OMOJIOTMYECKMM KJIeTKaM IO CPaBHEHUIO C TMIEPLIMKIAMU.
ITpoBoauTCS corocTaBiieHe MOAEI Caii3epOB M MOJIEJIM CTOXaCTUYECKOTo KoppekTopa. B HacTosieii pa-
00Te KpaTKO XapaKTepU3YIOTCS BCe MEPeUMCICHHbIE MONEIU U U3JIaraloTcsl pe3yabTaTbl OPUTMHATBHBIX

Pacye€ToOB I10 3TUM MOICIIAM.
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B Hactosmieii paboTe oxapaKTepuU30BaHbI TpU
dopMaabHBIE MOAEIN, OTHOCSIIMECT K IIpobiieme
MPOUCXOXKAEHUS XU3HU: Monellb KBasuBumoB (Ei-
gen, 1971; Diiren, 1973; Eigen, Schuster, 1979; Dii-
reH, Illycrep, 1982; Eigen et al., 1989), monmens ru-
nepuukiaoB (Eigen, Schuster, 1979; Diiren, Illycrep,
1982), monenpb caiizepoB (PatHep, Ilamun, 1980,
1983; White, 1980; Feistel, 1983). Bce 3tu monenu
¢opMaIbHBI ¥ ONMCHIBAIOT TOJIbKO TMIIOTETUYECKUE
IIPOLIECCHI, KOTOPHIE MOTJIM UATU B IIPOIIECCE IIPOMC-
XOXIeHUs1 Xu3HU. Ho yeTkocTh 3TUX Momeleit Mo-
XKET TMTOMOYb ITOHUMAHUIO PeajbHBIX IIPeIONOIOTH -
yecKUX IpoleccoB. boiiee Toro, B pamMkax Mozeneit
BO3HMKAET BO3MOKHOCTh aHaJIN3a OJIM3KUX SBOJIIOLIN-
OHHBIX TIpolieccoB. B yacTHoOCTH, B paMKax Momeau
KBa3UBUIOB, KaK 3TO KpaTKO IPEICTaBJIEHO HIXE,
MOXHO IOJIYYUTh JOCTATOYHO OOIIME OLIEHKU CKO-

! Ecnu cnenosarnb OPUTHMHAJIBHOMY 3BYYaHUIO COCTaBHbBIX YacTei
TEepMUHa, TO IOJIy4aeTcsl “cucep”, OIHAKO YCTOsIIach MpeLio-
XKeHHasl paHee TpaHcKputiius (/Ipumeuanue pedaxmopa).
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POCTH BBOTIOLUY JJISI HECKOJIBKUX OJIM3KUX BapUaH-
TOB 3BOJIIOLIMOHHBIX TTPOILIECCOB.

B pamkax Mmonmenu caii3epoB MOXHO HOCTPOUTH
MoJieJib aJanTUBHOTO caii3epa, XapaKTepu3ymllero
MaKpPOMOJIEKYJISIPHYIO CUCTEMY IPUCIIOCOOIEHUS K
MEPEMEHHON BHEIIHE Cpele.

Monenb caifi3epoB COITOCTABIISICTCS TaKKe C MAeii-
HO OJIM3KOI K Heil MOJEeIbI0 CTOXaCTUYECKOIo KOp-
pexTopa (stochastic corrector model). IMocnegusist
ObL1a MpeaIoXeHa U UCCIeJoBaHa BEHTEPCKUM TeO-
peTukoM-3BoJiolIMoHucTOM IllaTmMapu ¢ cOTpyaHU-
kKamu (Szathmary, 1986a, b; Szathmdiry, Demeter,
1987).

CraThs BO MHOTOM ONUPAETCS Ha OpUTUHAIbHBIE
paboThI aBTOPA IO MEPEYUCIEHHBIM MOJIEISIM.

HNCITOJIB3YEMBIE METO/1bI

ITpu uccienoBaHM CKOPOCTU U 3((HEKTUBHOCTU
9BOJIIOLIMOHHBIX TPOLECCOB B MOJAENN KBa3UBUIOB
KCIOJIb30BAIUCH: 1) aHanUTUUYEeCKue MaTeMaTuye-
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Taomma 1. AIropuT™ 3BOJIOLUM B MOACIN KBa3UBUIIOB

lar 0. Popmuposarnue nauanvroii nonyaayuu {S; (0)}. dns kaxnoro k=1, ..., n 1 111 Kaxnoro i = 1, ..., L BeIOMpaem

cJIy4daifHO 3Ha4YeHue Sy; , mosarast ero pasHbIM 0 6o 1.

[lar 1. Oméop.

Monwmar 1.1. Pacuem npucnocobaennocmeir. [ Kaxnoro kK = 1, ..., n BeIMucasieM BeIMUIUHY f(S,).

Mopwar 1.2. Popmuposanue nosoii nonyasyuu {S;(G + 1)}. OT60p 1 0cobeit B HOBYI0 nomyisiunio {S;(G + 1)} ¢ BeposT-

HOCTSIMH, TIPOTIOPLIMOHAIBHBIMU f(Sy,).

Iar 2. Mymauyuu ocobeii 6 Ho80ii nonyaayuu. Iis1 kaxnoro k = 1, ..., n, 1151 Kaxaoro i = 1, ..., L ¢ BEpPOSITHOCTbIO Py,
3amMeHsieM cuMBOJI Sj;(G + 1) Ha mpousBoibHBII cumBoa (0 6o 1). [Tapamerp Pj, xapakTepu3yeT UHTEHCUBHOCTb

MyTalMM.

Opeanuzayus nocaedosamenvrHocmu noxkoaenui. Iopropsiem maru 1,2 s G=1, 2, ...

CKUe OLIEHKH B OIpeIelIeHHBIX MTPUOIMKEHUSIX (1C-
MOJIb3yeMble TTPUOJIMKEHUS TIPEICTaBIeHbl B COOT-
BETCTBYIOIIMX MECTaX CTaTbM), 2) KOMIBIOTEPHEIE
pacyeThl TT0 MOJENSIM, 3) MpoBepKa aHATUTHIYECKUX
OLICHOK C ITIOMOIIbI0 KOMITBIOTEPHBIX PACUETOB.

IIpu uccnenoBaHUU MOZEIU Cali3epOB UCIIOIb30-
BaJINCh METONBI aHaIM3a HEJIWHEWHBIX TMHaMUJe-
CKMX CHCTEM, METOMBI aHAIM3a HETMHEWHBIX OOBIK-
HOBEeHHBIX AU depeHIINATbHBIX YPaBHEHUIA.

MOJEJIb KBASUBHUJIOB

Omnucanne 0CHOBHOI MO€/IM KBA3UBHIOB C MEPOii
0m30cTH XeMMUHTA

Conep:kaTeJIbHO B MOIEIN K8a3ueudoe paccMmar-
puBaeTcs 3BoJOUMSA Homyjsauuu uernodek PHK,
KOTOpBIE IPU HAIUYUU IIPUTOKA DSHEPTUU B BUIL
GoraTeix dHeprueit MoaekyJ tuina AT® moryt pern-
JIMIIUPOBATHCS, T.€. Pa3MHOXKATbHCS (ITyTEM camope-
IIMKALIUY WIM PEIIMKALIUN C IOMOIIBIO IIPOCTEeii-
mux pepMeHTHBIX cucteM). OMMOKM B IIpoliecce
peruiMKanuy npuBoasaT Kk myTauusm PHK. OBoio-
LUs TIOIYJISIIUY IPUBOIUT K OTOOPY KBa3WBUAA —
pactipenencuus nenouyek PHK, B kotopoe Bxomur
kak “Hamnyyinass PHK” (pazMHoxkarolasics ¢ Mak-
CHUMaJIbHOM CKOPOCTBIO), TaK 1 OJIM3KME K Hell ILie-
MOYKM, OTJIUYAIOLIMECS OT 3TOM HAMJIy4dllleid MyTa-
LIMOHHBIMU 3aMEeHaMMU.

IlepeiineM K popMaabHOMY ONUCAHUIO MOIECIU
KBa3sMBUIOB. PaccMaTpuBaeM 3BOIIOLIMIO ITOITYJISI-
oy ocobeii. Cuuraem, 4TO 0OCOOU MOMYISILUNA — UH-
¢opMalIMOHHBIE LIENOYKM, KOTOPEIE MOTYT pa3MHO-
XaTbCsd U MyTHpoBaTh. OTmenbHAsI 0COOb 3amaeTcs
cBouM “reHorurniom” S,. IMonynsauus ecTp MHOXe-
cTBO {S,}, cocTosiiiiee u3 n ocobeir Sy, k=1, ..., n, rne n
— YHUCJICHHOCTb onyyisiuuu. ['eHoTtun S, mpeacTasiisier
c0001i1 11en10uKy u3 L cMMBOJIOB, S;;, i=1, ..., L, tne L —
JIUIMHa nenouyku. Ilpeamnonaraercs, 4To AJvHa LENo-
YyeK L v YMCIIEHHOCTb MONYJISILUU 7 BeTUKU (L, n > 1)
1 He MEHSIOTCS B XOJ¢ 3BOIoIMKr. B 0oCHOBHOIT MO-
JIeJIV peAIiojiaraéM, YTO CUMBOJIBI LIETIOYEK S, TIpU-
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HUMaIOT ABa 3HaueHust: Sy; = 0 nubo 1. 'eHoTun S
omnpeaelisieT MPUCIIOCO0IeHHOCTh f(S) MOIeIbHBIX
“opranusmoB”. IlpucrnocoGieHHOCTH HeoTpulla-
TeJibHBIL: f(S) = 0.

B ocHoBHOIT (popManpHOM Mopenn OydgeM pac-
cMaTpuMBaTh IPOCTOM Cllydail, KOrma UMeEeTcsl OogHa
onTuUMajbHas 1enoyka (the master sequence) Sy,
MMEIOIIAsI MaKCHUMAaJbHYIO IIPUCIIOCOOJIEHHOCTb.
IMpucnoco6ieHHOCTD f(S) MPOU3BOJIBbHONM ocobu S
OIpenensieTcsl pacCTOSTHUEM TT0 XeMMUHTY P(S, Syy)
MeXIy S U Sy; (UMCIIOM HECOBMANAIOIIMX KOMITOHEHT
B COOTBETCTBYIOIIMX ITO3UIUSIX 3TUX LIEOYEK), IIPU-
yeM f(S) BKCIOHEHIIMAIbHO YMEHBIIIAETCSI C POCTOM
p(S, Sy). UHBIMU cioBaMM, yeM MeHee JaHHas Le-
IMOYKa II0XOXKa Ha ONTUMAJbHYIO, TEM MEHBIIE €e
MpucnocobJeHHOCTb. DopMaIbHO cUMTaeM:

J(S) = expl—Bp(S,Sy)1, (1)

e 3 — MoJOXUTEeTbHBIN TapaMeTp WHTEHCUBHOCTH
oTOopa.

DBOTIOLIMOHHLIN TIPOLIECC COCTOMT M3 MOCIEeN0Ba-
TeJapHOCTU TokosieHnii. HoBoe nokosnienue {S, (G + 1)}
noJjryyaercst u3 craporo {S,(G)} myreM orbopa u My-
Taiuii uenovyek S,(G); G — HoMep nokoneHust. Ot-
Oop TIpencTaBIsIeT coboit (opMHUpPOBAHME HOBOTO
ITOKOJICHUSI B COOTBETCTBUU C MPUCIIOCOOICHHOCTIMU
ocobeii f(S,): uem OoJiblie MPUCIIOCOOIEHHOCTh OCO-
6u, TeM OOoJIbllle Y Hee OyIeT TOTOMKOB B HOBOM ITO-
KoJIeHUW. MyTalmm COCTOSIT B CJIydaiHOI 3aMeHe
CHUMBOJIOB S; y 0cOOeit HOBOro MoKojieHust. HayanbHast
nonyisauusa (G = 0) ¢opMupyeTcst U3 1 CIIydaitHBIX
ocobeii. dopMaJibHbIIA aJITOPUTM SBOJIIOLMU IIPE.-
cTaBJIeH B TaoJI. 1.

®dopmupoBaHUe HOBOM MOIyssuu (Tada. 1, moma-
mar 1.2) opranusyeMm cienyomumMm obopazoMm. Ilpen-
CTaBUM, UTO y HAC €CTb UTPOBas pyJieTKa (yIpolIeH-
Hasl, C 3aKpEIUICHHBIM yKa3aTeJIeM-CTPEJIKOM BMECTO
mrapuka). JIjst Kaskqoro IoKOJIEHUs OTMeJaeM Ha py-
JIETKE 1 CEKTOPOB, OO k-TO CeKTopa (OTHECEHHYIO KO

BCel MJIOMIAnY Kpyra) CYMTaeM PaBHOM g, = f / 2771 5
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Puc. 1. I1Ipumep cxeMbl 0TOOpa, COMIACHO KOTOPOIT 0CO-
OM BBIOMPAIOTCSI B MOMYJISILIMIO HOBOTO MOKOJIEHUS C Be-
POSITHOCTSIMU ¢, IPONOPLIMOHATIBHBIMU UX ITPUCIIOCO0-
JeHHOCTsIM fi:n=4,f1=2,H=4,=1,f,=1

(puc. 1), 3aech f, =AS,). danee n pa3 KpyTuM pyJieT-
Ky, KaXXIBIH pa3 ompenessseM HOMEpP CeKTopa, Ha KO-
TOPOM OCTaHaBJIUBAETCS CTPEJIKA, U COOTBETCTBYIO-
Y10 3TOMY HOMEpPY 0cOOb BbIOMpaeM B MOITYJISILIAIO
cJIeAyIoniero mokojieHus. TakuMm 06pa3oM, B ClIemy-
jollee MoKoJeHe OyaeT OTOOpaHO POBHO # OCOOEHA.
ITpu 3TOM 17151 KaxkA0ro BpallleHUsI PYJIETKU BEPOSIT-
HOCTb k-1 0COOH TTOTIAcThb B CJIeAyIolIee TTOKOJIeHNE
MpoIoplLUUOHAIbHA €€ MpucrocobiieHHocTH f;. He-
KOTOPbIE 0COOU OyIyT OTOOpaHbI B HOBOE TIOKOJIEHUE
HECKOJIBKO pa3 — MBI MHTEPIIPETUPYEM 3TO KaK I10-
SIBJICHWE B HOBOI MOMYJISIIIMU HECKOJIBLKIX TTOTOMKOB
JaHHOI ocobu. Takoii MeTon oTOOpa XOPOILO U3BE-
CTeH B TEOPUH SBOIOIIMOHHEIX aropuTMoB. OH Ha-
3bIBaeTCs pysemourvim (roulette wheel selection) nnmn
OTOOPOM C BEPOSITHOCTSIMU, MPOHOPUUOHANbHBIMU
npucnocobnennocmsm (fitness proportionate selection).

Pe3yabTaThl YHCIIEHHOTO MOIEIMPOBAHMS
JIJI1 OCHOBHOM MOJ1eJ !

XapakTtep 3BOJTIOIMH CYIIECTBEHHO 3aBUCUT OT YHC-
JIEHHOCTH TONYJISILUU 7. Bcii n odeHb Besmxo (1> 2F),
TO YMCJIIEHHOCTH 0CO0el KaXkIoro BUIa MOXHO pac-
CMaTpUBaTh KaK OOJIbIINE YMCTIa, a IBOJIIOLIMIO — KaK
JIeTeEPMUHUPOBAHHBII Tipouecc (21 — obiuee yncio
Pa3TMYIHBIX LETTOYeK JUTUHBI L ¢ TBOMYHBIMHA CIMBO-
Jlamu). B aTOM criyyae 3BOJIIOLIMOHHAs NMHAMUKa
MOTYJISIIUM MOXET ObITh OMKUCaHa CUCTEMOI OOBIK-
HOBEHHBIX TU(hepeHIINATEHBIX YpaBHEHUI, METOIBI
WICCIIEIOBAaHMST KOTOPBIX XOpOIo m3BecTHHI. [lokasa-
HO, UTO B OTCYTCTBUE MyTall1ii MPOUCXOIUT OTOOP OCO-
611, MeIoIIe HanOOJIBIIIYIO IIPUCITOCOOIEHHOCTD, a
NpyU HAIMYUKM MYTAlMi B pe3yabTaTe 3BOJIOINHN
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Puc. 2. DBomonus pacripeneiaeHus ocodeit mpu n = L =
=1000, B =1, Py;=1/L = 0.001. ITo ocu opauHAT OTJIO-
XKeHa A0Js n(p) ocobeil, UMEILIUX paccMaTpUBaeMoe
3HaueHue P; G — HOMep TTOKOJICHMSI.

dopmupyeTcst KBa3uBu (IIoagpobHee 00 3TOM AeTep-
MUHMpPOBaHHOM ciydyae cMm. Eigen, 1971; ODiireH,
1973; Eigen, Schuster, 1979; Diiren, ILllycrtep, 1982;
Eigen et al., 1989; Penbko, 2005).

JleTepMUHUPOBAHHBIN CIIydaii MOXET MMETh MECTO
TOJIBKO TIpY MaJIbIX IMHaX uenodek S. ITpu L > 100
IUIST 11000 pa3syMHOIl YHMCICHHOCTU ITOIYJISIIUU
9BOJIIOMS B MOJIEIN KBa3UMBUIIOB JOJIKHA paccMar-
puBaThCs KaK CTOXacTW4ecKuii rpoiiecc. [Toatomy
HEOOXOOMM aHaJIM3 CTOXaCTHUYECKOIro cirydas, IJIs
KoToporo 2L > n. BToT cilyuyaii 1 pacCMOTPEH HILKE.
B aToM citygae 1t XxapaKTepUCTUKM OCHOBHBIX OCO-
OCHHOCTEI 3BOJIIOLMU 1IEJIECOO0Pa3HO HCIOJb30-
BaTh KOJIMYECTBEHHbIEC OLICHKN W METOIbl KOMITbIO-
TEPHOI'O MOJECIIMPOBAHMSI.

Hanee mexnmy rapamMeTpaMy MOAEIH TIpeAIioa-
raeM CJieyIolIne eCTeCTBEHHbIE COOTHOIICHUST: L, n> 1,
2> n, B >~PyL, P,,L~< 1. HepaBeHctso 2L > n
03HAYaeT, YTO DBOTIOIMOHHBIN MIPOILIECC CYIIeCTBEH-
HO CTOXaCTUYEH, YHUCJIO BUIOB LIETIOUYEK FTeHOTUTIOB B
KOHKPETHOI MTOMYJISILIIMKA CPaBHUTEJIbHO HEBEJINKO, a
OTJIEIbHBIC BUIBI LIEMOYEK BOOOIIE OTCYTCTBYIOT B IO~
myssiimu. CootHottreHue 3 >~ Py, L o3Ha4yaer, 4To NH-
TEHCUBHOCTb OTOOpA JOCTATOYHO BeIUKa, a Pyl ~<1—
YTO MHTEHCUBHOCTh MyTallUii CPaBHUTEJIbHO HEBE-
muka. B paGortax aBtopa (Pempko, 1986a; Pembko,
Loit, 2005) ObBLT TIpOBeAEeH IUKJ KOMITBIOTEPHBIX
pacyeToB B paMKaxX paccMaTpuBaeMoil MOJEIN KBa-
3UBUIIOB C XEMMUHTOBOII Mepoil OJIM30CTU MEXKAY
LerMmoYKaMu TeHOTUIIOB. Pe3ylbTaThl pacueToB Jie-
MOHCTPUPYIOT, YTO IJIsl BBIOPAHHBIX COOTHOIIEHU
MeXXAy MapaMeTpaMU 3BOJIIOLIAI0 MOXHO OXapakTe-
pM30BaTh CIAEAYIOIIUM O0Opa3oM (IIpUMEp pe3yabTa-
TOB pacyeTa MpeacTaBlieH Ha puc. 2):

* paclpeneyieHue II0 P B HaYajJbHOU CIIy4aiiHOil
Honyasiuuu OJU3KO K HOPMAJIbHOMY paclipejelie-
Ne 2
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HUIO co cpenHuM (p) = L/2 u mucniepcueit L/4 ({p) —
cpelnHee I10 MOMYJISILIMU PACCTOSTHUE MO XEeMMUHTY
MEXIy HEeITOYKaMi TeHOTUIIOB M ONTUMAJIbHON 1Ie-
MOYKOH Syy);

* MpPOLECC 3BOJIOLIMN MOXHO XapaKTepHU30BaThb
IBYMsI CTagusSIMU:. TIEpBOM — OBICTPOIl M BTOpPOM —
MEIJICHHOIA;

* Ha MepBOM CTAIUH MMPOUCXOIUT OTOOP 0CcOobei ¢
MOCTAaTOYHO MAaJIbBIMU 3HAYEHUSIMU P, U pacTipenese-
HUE n(p) cXUMaeTcs;

* Ha BTOPOI CTamuM IOSIBJICHUE HOBBIX OCOOEH B
OONyJsSLAMA OrPpaHUYEHO MyTallMSIMM, M3-3a 3TOrO
OrPaHUYEHUSI CKOPOCTb YMEHBLIECHUS P 3HAYUTEIb-
HO MEHbIIIe, YeM Ha IIepBOIi CTaauMu;

* OKOHYaTeJIbHOE paclpeesieHue XapakTepusyeT
K6a3zueud — pacrpenesieHue B OKPECTHOCTU OITU-
MaJIbHOM LIETIOUKU Syy;

* IpY MaJIBIX THTEHCUBHOCTSX OTOOpA U MyTallMiA
(1> B >~ Py,L) pactipeienieHrie B KBa3uBuIe OJM3KO K
pacnipenenenuto [yaccona co cpearum (p) = P,,L/P.

PasneneHune 3BOJIOLMOHHOIO IIpoliecca Ha IBe
CTaIMU TECHO CBSI3aHO C HEPaBEHCTBOM 2L > n. Bro
HEPABEHCTBO OOYCJIABJIMBAET TO, YTO HOBBIE BUIBI
LIETIOYEK TeHOTUIIOB B MTOMYJISILIMA MOTYT IOSIBUTHCS
TOJIBKO B pe3yJibTaTe MyTallMii. A TaK KaK UHTEHCUB-
HOCTh MYTAallMil CpaBHUTEJIbHO HEBEJIMKA, BTOpas
cTamusl OJIATCS TOCTAaTOYHO pmoiaro. s pacuera,
MPEeICTaBICHHOTO Ha puUC. 2, YKa3aHHOe HEPaBEHCTBO
BBITOJIHSIETCS C OOJIbILIMM 3aracoM; 2L = 21000 ~ 1(300,
n = 1000, moaTOMYy BTOpAas1 CTaaus 3aHUMaeT MPaKTU-
YeCKU BECh DBOJIOLIMOHHLII IIpo1iece.

J1s1 mpeacTaBIIeHHOTO Ha puC. 2 pacdeTa IiepBast
cTagus 3a CYET JOCTAaTOYHO MHTEHCHMBHOIO OTOOpa
JIJIUTCSI BCETrO JIUIb OJHO TIOKOJIEHUE SBOJIIOLIMU.
OCHOBHOE BpeMsI 3BOJIIOLIMM 3aHUMAaeT BTOpasl CTa-
Iusi. YMEHBLICHUE BEJIMYUH P CO BpEMEHEM Ha BTO-
poil cTaguu MPOUCXOAUT HEpaBHOMEPHO: B Hayaje
CTalMM CKOPOCTb YMEHBILIEHNS P BBILIE, YEM B JaJIb-
HelimeM. DTo 00yCIOBICHO TeM, UTO YMCJIO OJlaro-
NIPUATHBIX MyTallUi, IPUBOAAIIMX K ITOHUXKEHUIO P,
MOCTEIIEHHO yMeHblnaeTcsa. OKoHYaTeJIbHOE pac-
npeneneHue (KBa3uBHA), OJM3KOE K ITOKAa3aHHOMY
npu G = 500, hopMupyeTcsi B OKPECTHOCTH OIITH-
MaJIBHOM LIETTOYKU Sy, A1 KoTopoii p = 0. Xapak-
TepHOE BpeM:I (UMCJIO MOKOJIEHMIT) CXOOTUMOCTHU BCE-
'O 3BOJIIOILIMOHHOTO TIpoliecca MopsiaKa JIUHBI TeHO-
Tumna L.

Tak kak 2 > n, paccMaTpuBaeMBble SBOJIIOLMOH-
HBIE MPOLIECCHl MMEIOT CTOXAaCTHMYECKUIA XapakTep.
B yactHOCTH, HEOGXOOUMO YUYUTHIBATH HEUTpab-
HBII OTOOD, T.c. PUKcAILINIO 0COOEii, He 3aBUCSIIYIO
OT UX TIPUCHOCOOJEHHOCTe. XapaKTepHOe BpeMsi
HEUTPaATBLHOTO 0TOOpA MOPSIIKA YUCIIEHHOCTH TTOMY-
aauuu: G, ~ n (Kumypa, 1985; Penbko, 2018).
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O1eHKa CKOPOCTH 3BOJIIOIHUH 1151 OCHOBHO#
MOJIeJI1 KBA3MBHIOB

YuuThiBasg KadyeCTBEHHBII XapakTep SBOIIOLMU
(puc. 2) 1 poJib HEUTpaJIbHOTO 0TOOpA, OLIEHUM CKO-
pocTh U 3P PHEeKTUBHOCTH pacCMaTPUBAEMOT0 3BOJIIO-
IMOHHOTO IIpoliecca B MOACIN KBAa3MBUIOB C XeM-
MUHTOBOM Mepoii OJIM30CTH.

C‘{I/ITaCM, YTO YMCJIICHHOCTDb NMOMYJIALNU n 10CTa-
TOYHO B€JIMKa:

G,>~Gp, [1-(1—P,)" <1, )

rne G, — xapakTepHoe BpeMsi (YUCJIO TMOKOJICHUIN)
HeliTpaJibHOTO OTOOpa, G, — XapakKTepHOe BpeMsi
CXOOMMOCTHU BCETO 3BOJIOILIMOHHOTO ITpoliecca. Ilep-
BOE HEPABEHCTBO B (2) 03HaYaeT, YTO Mbl CYMTAEM HE
CJIMIIIKOM CWJIbHBIM BJIIMSIHUE HEUTPAJIbHOTO OTOOpA,
TaK KaK XapakKTEepHOE BpeMs BCEll 9BOIIOLIMU MEHb-
e unu nopsiaka G,, T.e. 9BOJIIOLIMS HE MeHee 3(d-
¢dexTrBHA, YeM HelTpaibHEIIT 0TOOp. BTopoe Hepa-
BEHCTBO COOTBETCTBYET PEHEOPEKEHUIO MyTALIIOH-
HBIMU MTOTEPSIMU YK€ HalAEHHBIX yIa4YHbIX 0COOEH B
MIOITYJISILIAN.

IMpu Oonbux L xapakTepHOE YMUCI0 MOKOJICHUIA
BCEro PBOJIIOIIMOHHOTIO TIpollecca, T.e. BeJuunuHa G,
orpenessieTcss BTopoii (MeIJIEHHOM ) CTagueit BOJII0-
UM, Ha KOTOPOI 3BOJIOLMOHHBII IMTOUCK IIPOUCXO-
IUT clieaylolnuM obpa3om. JIjisg Toro 4ToObl IMOsSIBU-
JIUCh HOBBIE OCOOM C MEHBLUMMHU 3HAUYCHUSIMU P,
JIOJDKHO IIPOU30MTHU JOCTATOYHOE KOJIMYECTBO MyTa-
uii, a 3aTeM — (puKcalms 3TUX HOBBIX 0CO0ei B pe-
3yabTraTe oToopa. OLeHUM XapaKTepHOE YMCJIO TO-
KoJieHu aBomounu G_,, 32 KOTOPoe (P) YMEHbILAETCS
Ha 1 ({p) — cpenHee MO MOMYISILUU PACCTOSIHUE TIO
XeMMUHTY MeXAy HenoYykKaMy T€eHOTUIIOB M OIITH-
MaJIBHOI 11eTI0UKOi Syq). OHO coctapisieT G| ~ Gy + Gy,
e Gy ~ (LP),)~' — xapakTepHO€e YKCIIO IIOKOJIEHUIA, 32
KOTOPO€E OCOGH TOITYJISILIMK TIPOMYTHPYIOT, Gg ~ B~ —
XapaKTEpHOE YUCJIO TIOKOJIEHUI, 32 KOTOpOoe 0codu,
IUIsI KOTOPBIX p = {p) — 1, B pe3ysbTaTe 0T60pa BbITEC-
HAT U3 TOMYJISIIIUN 0CO0el, TSI KOTOPBIX P = {P).
YuuThiBasi, 4TO 32 BpeMs BCEro 3BOJIIOIIMOHHOIO
npoiiecca {p) IOJKHO YMEHBIIUTbCS HA BEJTUYUMHY,
MpuOIMXKEeHHO paBHylo L/2, nonaraeM Gp~ G_; L u
MMEEM:

Gr ~(Py) " + 1B 3)

OO61Iee 4nciao ocobeit, yJacTBYIOIINX B 3BOJIIO-
LU, COCTABIISIET Moy = NG OLleHUM BeTUYUHBI G
U Ay A1 3aJ@HHOTO L MpU AOCTAaTOYHO Pa3yMHO
BBIOPaHHBIX OCTAIbHBIX Mapamerpax B, P, n. Ot
rmapaMeTphbl BbIOMpaeM TaKuUM oOpa3oM, YTOOBI, TIO
BO3MOXHOCTH, YMEHBIIUTh BEIUYUHBI Gy U Hgy).
MHTEeHCUBHOCTD OTOOpA CYUTAeM TOCTATOYHO OOJIb-
uioii: B >~ Py, — v TOrIa MOXHO TIpeHeOpeYb BTO-
pbIM ciaraeMbiM B (3). MHTEHCUBHOCTh MyTallUuii HE
JIOJDKHA OBITH CIIMIIIKOM BBICOKOIM, YTOOBI HE OBLIO
MYTalIMOHHBIX ITOTEPh Y HAAEHHBIX YK€ B IPOIIEeCCe
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9BOJIIOLMHY YAAYHBIX 0cO00€it, HO U HE CJIUIIKOM Ma-
Jia, YTOOBI MyTaLIMOHHBIN MMOMCK MMPOMCXOAMII TOCTA-
TOoyHO ObIcTpO. [lonaraem, YTO MHTEHCUBHOCTb MY-
Tauuii “onTuMasibHa”, T.€. P;; COOTBETCTBYET MpHU-
MEPHO OJTHOI MyTallM1 B KaXI0M LIEMOYKE B KaXKI0M
nokosieHun, Py, ~ L ~'. [1pu Takoii yacToTe MyTaLuii,
C OJIHOM CTOPOHBI, MOSIBJICHUE HOBBIX T'€HOTUIIOB
oco0eil B MOMyJsLMU B pe3yjibTaTe MyTalluil TIpOuC-
XOIUT TOCTATOYHO OBICTPO M, C APYroil CTOPOHHI,
MOXHO MpeHeOpeyb MyTallMOHHBIMU IMTOTEPSIMU (BbI-
MOJIHSIETCSI BTOpOe HepaBeHCTBO B (2)). Torna umeem
Gr~ (Py)~' ~ L. Takxe monaraem, 4To TiepBoe U3 He-
paBeHCTB (2) BblnoiHseTcs “Ha npenene” (G, ~ Gy),
T.€. JJI1 YUCJIEHHOCTH MOTYJISLIUN NUMEEM OLIEHKY:

n~G,~Gy~ L. 4

OueHku (4) npeamnojaraloT MUHUMAaJIbLHYIO AOITY-
CTUMYIO YMCJICHHOCTb IIOIYJISLUM, IPU KOTOPOM
elle He OYeHb CYIIeCTBEHHBI MOTEepPU 0cobeil B pe-
3yabTaTe HelTpajapbHoro oroopa. C ydeTom caejiaH-
HBIX IIPEAIIOJIOXKCHUI IToJIydaeM OLIEHKU XapaKTep-
HOTO BpeMeHHU (Yuciia MoKojieHuit) aBosirouuu Gy u
0o01IIeTO YMciaa 0coOeii, yJacTBYIOIINX B 3BOJIOINHA

Riotal*
GT - La Motal ~ Lz' (5)

BoipaxeHust (5) ornpeneisiioT OLEHKM CKOPOCTHU
CXOJIMMOCTH BCETO 3BOJIIOLIMOHHOTO IMpoliecca (3Ha-
yeHue Gy) U 3pHEeKTUBHOCTU IBOJIOLMOHHOTO MO-
KUCKa ONTUMAJIBHON LENOYKU Sy (BHAUCHUE Hyyy))-
Ouenku (5) ObLIM ITOMYYEHBI IIPU MCIOJIb30BAHUM
psna pomnyuieHuit. IToaToMy oHU OBLIM MPOBEPEHBI
MyTeM KOMIIbloTepHbIx pacyeToB (Peapko, Lloii,
2005; Pempko, 2018). DT pacyeTsl HOATBEPOUIN
CIIpaBeIJIMBOCTh OlLicHOK (5). CoracyroTcs ¢ OlLieH-
KaMU M pe3yJbTaThbl, MPUBEACHHbIE Ha pUC. 2: CO-
[JIACHO PUCYHKY, YMCJIO MOKOJEHUM 111 CXOMUMOCTHU
BCETO BBOJIIOIIMOHHOIrO IMpoliecca MMeeT IOpSAoK
IUTUHBI 11eroyeK reHoTunoB L: G~ L.

Bin3Kue 3BOJIIOLMOHHBIE MOAEIH

XoTs olieHKHU (5) MOJIydeHBI 111 OCHOBHOI Mojie-
JIM KBa3WBUIOB C XEMMMHIOBOII Mepoil OJIM30CTH,
9Ta XK€ METOAMKA ITOJYyYeHHUsI OLIEHOK CKOPOCTU U
3¢ PEKTUBHOCTH SBOTIOLNU MTPUMEHNMA K HECKOJTb-
KM OJIM3KHUM 3BOJIIOLIMOHHBIM MoneiasMm. KpaTko
oxapakTepHu3yeM 3TU MOACIIH.

Heckoabvko cumeonos 6 uenoukax eeHomunoe

Ananornunyio Mmeronuky B.I'. Penpko 1 FO.P. Loii
MPUMEHUIN K MOJEU KBa3UBUAOB, B KOTOPOM CUM-
BOJIBI LIETTOYEK MPUHUMANINA A Pa3IMYHBLIX 3HAYEHUIA
(A — HeGoJBLIOE LEJIOE YUCIIO, HAIlpUMep, A = 4;
Red’ko, Tsoy, 2006). Kak 1 B U310KE€HHOI1 BBIIIE MO-
JIETU ¢ A = 2, IpeNojaraeM CyLIeCTBOBAHME ONTH-
MaJIbHOM LIETIOUKU Sy; M DKCITIOHEHIIMAJIbHOE yObIBa-
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HUE TIPUCITOCOOIEHHOCTH TTPOM3BOILHOM MEITOYKI-
0cobM S C POCTOM paccTOSTHUSI O XeMMUHTY P(S,
Sy) Mexay S u Sy (em. BeipaxkeHue (1)). M3noxeH-
Hasl cXeMa ITOJTydeHUs OLIEHOK TOJTHOCTBIO TIprUMe-
HUMa 1 K 9TOI MOJIe/IU. Y CTAHOBJIEHO, UTO XapaKTep-
HOE YMCJIO MOKOJIeHU aBosiiouunu G 1 obliiee Yucio
Ayota OCOOEH, YUACTBYIOIIUX B DBOJIOIINU, OTIPEIEIIsi-
IOTCS BBIPAXKCHUSIMMU:

Gy ~ (A =1L, Mgy ~[(L—DLT. (6)

OtmetnM, uTO (6) 00001aI0T BhIpaxeHus (5):
rpu A = 2 (6) nepexomar B (5).

Modens y3koeo kanana

Eme omxa 6:1m3Kkast Moaeiib — MOAENb Y3KOTO Ka-
HaJjla, B KOTOPOI pacCMaTpUBAETCS BOJIIOLUS MOy~
JISIuMU 1enoyek-ocobeit S;. Kak u B Mogenu ¢ xem-
MUHTOBOI Mepoil GJIM30CTU, CUMBOJIBI LIETIOYEK S);
MPUHUMAIOT JBa 3HaUYeHwust: S,; = 0mbo 1;i=1,2, ..., L;
k=1,2,...,n; L — niuHa 1IeTI09YEeK; # — YMCIICHHOCTb
nonyasiuu. Takxke nUMeeTcst ONTUMaJIbHAs LIeMoYKa
Sy, TTIPUCHOCOOJEHHOCTh KOTOPOM MaKCHMMallbHa.
OnHako 4YucIO 1EeNoyYyeK S;, MPUCIIOCOOJIEHHOCTh
KOTOpPBIX OTJIMYHA OT HYJIsI, orpaHu4YeHo. MMeercs
toiapko L + 1 Takux uernouek S;, k=0, 1, 2, ..., L.
VYropsiiounuM HyMepaluio Henovek: S, — onTuMallb-
Has LIerouka, Sy = Sy, YACJI0 HECOBIAIAIOIINX CUM -
BOJIOB B S; U Sy; paBHO k, 2 NIPUCIIOCOOJIEHHOCTD 11e-
nouku S, paBHa f(S,) = exp(—Pk), k< L. Tpucrnoco6-
JIEHHOCTH BCEX OCTaJIbHBIX LIETI0UYeK-0Cc00eii paBHHI (.
ITpu 5TOM 1151 TOTO, YTOOBI MEPEUTH OT LIEMIOYKHU S, K
LETIOUKE S _ |, HY’)KHO U3MEHUTb TOJIbKO OJIH OTIpe-
JeJieHHbI cuMBOoJI. CrienoBaTe/ibHO, YTOOBI MEPEeNTH
OT LEMOYKH S; K LIENOoUKe Sy Hy>)KHO MOOYEPETHO U3~
MEHUTH L, CUMBOJIOB B CTPOrO 3aJaHHOM ITOPSIIKE,
T.€. TIPOITHU 10 “y3KoMy KaHaty”. M B mpoliecce 3Bo-
JIIOLIMY [IPU HOUCKE Sy MyTaLIMU TOXKHBI IPOU30ITU
MMEHHO B 3ToM Ttopsiake. [1pn “HenpaBUIbHBIX” My-
TaluMsIX OyOyT MOSIBJASITbCSI HEXKU3HECIIOCOOHBIE 1Ie-
MOYKH-0COOM C HYJIEBOI MPUCHOCOOIEHHOCThIO. st
HaIJISIIHOCTY MPHUBENEM IIPOCTOM MPUMEP TAKUX OCO-
oeit (L=4):S,=1{0,0,0,0}; S;=1{0,0,0, 1}; S, =10, 0,
1,1};S,={0, 1,1, 1}; Sy={1, 1, 1, 1}. Bce ocTanbHbic Lie-
MMOYKM MMEIOT HYJIEBYIO IIPUCIIOCOOIEHHOCTh. Bu-
HO, YTO IUJIS1 TOTO, YTOOBI MPOUTU OT Sy K S(), HY>KHO
WIITH T10 “y3KOMY KaHaJly”, TI00OYepeTHO MEHSISI CUM-
BOJIBI B HY>KHOM HOPSIAKE.

st Momenu y3KOro KaHajla CHpaBelJIMBBI BCe
paccyxneHusl, cAejlaHHbIe IIPU OLIECHKE CKOPOCTH U
3(PEKTUBHOCTHU IBOJIOLUUA B MOAECIN C XEMMUHTO-
BOIi Mepoii 0JIM30CTU, TO3TOMY OLIeHKM (5) TIprume-
HUMBI U IUISI MOJIEJIY Y3KOro KaHaja. EnmnHcTBeHHAs
pa3HUIIa COCTOUT B TOM, YTO B OCHOBHOI MOJAEIU C
XEMMUWHTOBOI MEpOil OJIM30CTU YUCITIO OJIarompusiT-
HBIX MyTallUi, BELYIIUX K Sy, 3HAUYUTETBLHO OOJIbIIIE,
yeM B MOJEJIM y3KOIo KaHasa, ¥ ITIOTOMY B MOJIENIN Y3-
Ne 2
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KOT'0 KaHaJla CKOPOCTh 3BOJIIOLIMU HECKOJIBKO 3aMe/I-
JISIETCSI IO CPaBHEHMIO C OCHOBHOM Mojebio. Takoe
3aMeJIEHUEe IIOATBEPXKOAETCS  KOMIIBIOTEPHBIMU
pacyeTamu.

Modenb 360a10UUO0HHO20 NOUCKA MUHUMYMOB
HepeuU CNUH0B020 CMEKAA

PaccMmoTpeHHBIE 3BOJIIOLMOHHBLIE MOJIECIM COOT-
BETCTBYIOT CJTydalo eAMHCTBEHHOI0 MaKCMyMa IIpH1-
CITOCOOJIGHHOCTH, YTO SIBJISIETCSI UX OTpaHUYCHUEM.
Ho ¢ 6uonornueckoii TOUKu 3peHUSI BAXKHO paCCMOT-
peTh MOIEIM C MHOXECTBOM Pa3JIMYHBIX MaKCHUMY-
MOB TpHucrocobjgeHHocT. KpaTKko oxapakTepuszyemM
“CIMH-CTEKOJIbHYI0” Monenb sBomonun (Pembko,
1990a, 2018), B KOTOpPOI1 YMUCIO pa3IMIHBIX MaKCH-
MYMOB MPUCIIOCOOJIEHHOCTHU BEJIMKO, OHO 9KCIIOHEH-
LIAJIbHO PACTET C POCTOM JIJIMHBI LIEIIOYKI-OCOOM.

B ¢dusuke xopoiio u3BecTHa MOAEAb CITMHOBOTO
CTeKJIa, KOTOpasi OIMChIBAET CUCTEMY ITOIIAPHO B3a-
MoaeucTByomux curHoB (Sherrington, Kirkpatrick,
1975; Kirkpatrick, Sherrington, 1978). B3zaumoneii-
CTBUSI MEXXIy CIMHAMM IIPEIIOJIaraloTCs CIydYaiiHbIMU.
®dopManbHO MOAETbh CHUHOBOIO CTEKJIA CBOIUTCS K
clJieIyIolIeMy.

Nwmeercs cuctema S, cocrosiast u3 L crimHOB: S =
={S,, S,, ..., S.}; yMCIO CNIMHOB MoJaraercs 00Jb-
M, L > 1. CniuHbl npuHUMAIOT 3HaYeHus +1 oo —1:
S; = +1, —1. BsauMoaeicTBus Mexay CiiHaMU CIIy-
yaiiHbl. DHeprus E(S) cnMHOBOI CUCTEMBI €CTh

L
ES)=- Y J;SS;, (7)
ij=Li<j
r11e J;; — 3JIEMEHThI MATPUILIBI CITyYaiiHBIX B3aUMOJIE -
CTBUI MEXIy ClMHamu. BennumHbl J; HOpMaIbHO
pacripezieJieHbl OKOJIO HYJISI, ITUIOTHOCTh pacripeelie-
Hus P(J;) 3amaercst BBIpaXeHUeM

P(J;) = Cr)y AL — 1) expl—J, (L —127']. (8)

Hns monenu (7)—(8) uzBecTHO, 4TO ynuciao M jo-
KaJIbHbIX MUHUMYMOB HEPTMU CITMHOBOTO CTEKJa
9KCITOHEHIIMAIBHO pacTeT ¢ yBeaudeHnem L (Tana-
ka, Edwards, 1980):

M ~exp(al), o= 0.2. )

JlokanbHbBIi MUHUMYM 3HEPIUU €CTh TaKOE CO-
CTOSIHUE CUCTEMBbl CIMHOB S;, IJIs1 KOTOPOTrO CMEHa
3HaKa J1000ro onHoro cruHa (S; — —S;) IpUBOAUT K
ITOBBIILICHUIO SHEPTUU.

I'moGanbHbIT MUHUMYM BHEpPruu E, TpuoInKeH-

Ho cocTasiisieT BeanunuHy —0.8 L (Young, Kirkpatrick,
1982):

E, = —-0.8L. (10)

CornacHo (7)—(8) cpemHee BapuallMM SHEPruu
AFE nipu cMeHe 3Haka onHoro cnuHa (S; — —S;) umeer
nopsinok 1 (Pegbko, 1990a):
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(AE) ~1, (11)

a cpelHee 3HAYCHUE DHEPIrUU IIpU CIIyYaliHOM OpU-
€HTallMu CITMHOB paBHoO 0:

(E)=0. (12)

PaccMoTpuM 5BOTIOLNIO TOITYISIIUM, B KOTOPOit
TeHOTUIIbI MOAEIbHBIX 0co0eit S mpeAcTaBIsIIOT CO-
601t uenouku L cuMBoiioB: S = (S, S5, ..., 5;), S;=+1
60 —1. TpucnocobaeHHOCTh 0cO0u S, onpenens-
eM Kak

J(Sk) = expl—BE(S,)], (13)

rne E£(S,) — aHeprus cnuHoBoOro crekia (7), 3amaBa-
€MOr0O TEeHOTUITOM S;, B — MOJOXUTEIbHBINH Mapa-
MeTp MHTEHCUBHOCTH OTOODA.

PaccmarpuBaeM cienyoluii  3BOJMIOLIMOHHBIMN
npoiecc. B HauaabHOM MMOKOJIEHUU 0COOU (LIETIOYKU
CIIMHOB) ciiy4aitHbl. VIMeeTcst oTOOp 1M MyTalluy OCO-
Oeii, oTOOpP MPOMU3BOAUTCS OMTMCAHHBIM BHIIIIE PYyJIe-
TOYHBIM METOJIOM, MYyTalluM IMPEACTABJISIIOT COOOM
cllydyaiiHble 3aMeHbl CUMBOJIOB S; — —S,. [Togquepk-
HEM, 4TO yAaJieHue CpeJHeill PHEepPruu B HayaJbHOM
nokosieHuu (G = 0) oT r100aIbHOTO MUHUMYMa CO-
rnacHo (10), (12) umeeT nopsinok L. Bapuaiiust sHep-
Uy npu MyTanuu S; — —S; corstacHo (11) nmopsiaka 1.
Takum obGpa3zoM, 3TU MapameTpbl, OIpeae/sIolIe
CKOpOCTb U 3(P(PEKTUBHOCTb SBOJIIOLIMOHHEIX IIPO-
LIECCOB, OJIM3KU K TAKOBBIM LIS MOAEIN KBa3MBUIOB
C XeMMUHIOBOI Mepoil 6iu3octu. [losaTomy m mis
MOJEJIN 3BOJIIOLUHY B CIIMH-CTEKOJIbHOM MOIEIN TaK-
Ke CITpaBeJINBBI OLICHKU CKOPOCTH U 3P PEKTUBHO-
CcTu 3BoJIIOLMH (5).

MTak, Ha OCHOBEe ITOHSITUS CITMHOBBIX CTEKOJI
MOXKHO ITIOCTPOWTH MOMCIbL DBOJIOLIMN IJIS “opra-
HU3MOB”, TEHOTUIBI KOTOPBIX COCTOSIT M3 MHOXe-
CTBa CJIy4aiiHO ITONAapHO B3aUMOJICHCTBYIOLINX MEXK-
Iy co0O 3JIeMEHTOB. DBOJTIOILINS MOXKET paccMaTpH-
BaTbCsl KaK IpolecC IToMCKa TaKoil KOMOWHALIMU
2JIEMEHTOB, KOTOpasl obecrieumBaeT Haumboliee 3¢-
(eKTUBHYIO KOOIIEpaliIo 3JIeMEeHTOB reHoTuIta. Ka-
YECTBEHHO ‘“‘CITMH-CTEKOJbHAasI” MOJIEJb 3BOJIOLUUU
aHaJIOTMYHA MOMACIU C XEMMUHTOBOM Mepoii 61130~
ct. OCHOBHOE OTJIMYME COCTOMT B TOM, UTO B 3BO-
JIIOLIMOHHOM IIpoliecce KBa3uBuI GOpMUpPYETCs HE B
OKPECTHOCTU €IMHCTBEHHOTO MaKCUMyMa IIPUCIIO-
COOJIEHHOCTH, a B OKPECTHOCTH OJHOTO M3 MHOTO-
YUCJIEHHBIX JIOKAJAbHBIX MAaKCUMYMOB ITPHUCITIOCO0-
JIEHHOCTH.

Bbi6o0bt no oyenxam ckopocmu u 3¢pgpexmusrnocmu
3gonrouUU

KonnyecTBeHHBIE OLIEHKU CKOPOCTH CXOAUMOCTU
U 3(pheKTUBHOCTU HECKOJIbKUX CXOJIHBIX SBOJIOLN-
OHHBIX AJITOPUTMOB TMOATBEPXKAEHBI pe3yJibTaTaMu
KOMIBIOTEPHBIX pacueToB. Hanbosiee moaHbIN aHa-
JIU3 MPOBEIeH IS MOJEU KBa3UBUIOB C XeMMUHTO-
BOit Mepoii 6am3ocTh. s 310l Momenu POpPMYJTbI
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(5) olIeHMBAIOT XapaKTEPHOE YK CJIO ITOKOJICHUM CX0-
JIUMOCTM K KBa3uWBHUAYy M oOOIlee 4YUCIO OcoOeii,
YYacCTBYIOIIMX B 3BOJIIOLIMU. DTU XK€ OLEHKU IIpU-
OJIMKEHHO TIPUMEHMMBI WU K OCTaJILHBIM PacCMOT-
DPEHHBIM MOJIEJISIM.

OlLieHKHY TI0JIy4eHbI TIPU CIeAyolleM BbIOOpe ma-
paMeTpOB:

1) L > 1 — nnuHa 1IeTI09eK TeHOTUIIOB BEINKa;

2) B >~ P,/L — MHTEHCHUBHOCTb OTOOPA TOCTATOY-
HO BEJINKA;

3) Py, ~ L™ — myraumu “ontumanbHbl” (OpsIKa
OIHOI 3aMEHbI CUMBOJIA B TEHOTHUIIE 32 OTHO MOKO-
JICHUE);

4) n ~ L — YMCIEHHOCTb MOMNYJISIIMU MOPSAKa
JUIMHBI T€HOTUIIA; IIPU 3TOM YCJIOBME IIpeHeOpexe-
HUSI HEUTpaJIbHBIM OTOOPOM BBITIOJHSIETCS “Ha TIpe-
nene”: paccMaTpUBaeTCsl MUHMMAaJIbHAs JONyCTUMAsT
YUCJIEHHOCTD MOMYJISILIAY A.

PCSy.TH)TaT OL€HOK TaKOB:

1) xapakTepHOE YHCIIO TOKOJICHUI 3BOJIOIINU,
00eCITeYnBaroIe CXOTUMOCTD K KBa3I/IBI/II[y, nopsiI-
Ka IJIMHBI Lenouky reHotuna L: Gy~ L;

2) obl11ee 4nciao ocodeii, y4acTBYIOIIMX B 3BOJIIO-
LIMOHHOM Tpouecce, nopsaka L% ny, = nGy~ L.

SIcHO, 4TO 3TU OLIEHKU AJIsl peaibHOIi OMoJIornye-
CKOIi 3BOJIIOLINY OYeHb I'pyObIe. TeM He MeHee TOJLK-
Ha CYyIIEeCTBOBAThb UeTKasl OIIOpHAasi MOJAEJb, KOJIMYe-
CTBEHHO XapaKTepusymllas Mpoiecc OuoJoruye-
CKOI 3BoIOLMHK. Monenab KBa3MBUIOB UTPAET POJIb
TakKoii onmopHoif Moaenr. Pa3zHble BapuaHTBl MO
MOKAa3bIBAIOT, YTO MOJEJb KBa3MBUIOB OXBaThbIBaeT
JIOCTaTOYHO OOJBIIOE KOJIUYECTBO CXEM ISBOIOLIM-
OHHBIX MTPOLIECCOB.

MOJEJIb TMITEPLIUKIIOB

Tak Kak MoJeJb TUIIEPLUKIOB XOPOIIO U3BECTHA
(Eigen, Schuster, 1979; Diiren, Illycrep, 1982), 3nech
MBI TOJIBKO KPaTKO OXapaKTepu3yeM €€ OCHOBHBIE
YEepTHI.

OnHa 13 coaepxXaTelbHBIX MHTEpIpeTalnii pac-
CMOTPEHHOI BBIIIIE MOJEIM KBa3UBUIOB — 3BOJIIO-
s ToAMHYKIeoTUAHBIX Lernoyek PHK. Takas 3Bo-
JIIOLMS MOIVIa MMETh MECTO Ha caMbIX HadaJIbHbBIX
aTamax IpoucxoxneHns Xu3Hu. llemoukm PHK
MOIJIM CaMOPEIJIMLUPOBAThbCSI, OJHAKO TOYHOCTh
KOIIMPOBaHUSI MPUMUTUBHEIX ITOJIMHYKJICOTUIOB
ObUIa MaJia, IMMO3TOMY [JIMHA TaKWX LIETIOYEeK MOTJia
OBITh TOJILKO HeOoJIbIIOoN. DitreH u IllycTep npenio-
KIJIM MOAEJIb TUIIEPLMKIIOB, B KOTOPOI K LIETIOYKaM
PHK nmo6asnsrorcss ¢hepMEHTBI, KOTOPHIC BBITTOIHS -
IOT OIpele/icHHbIe KaTaJIuTudeckue (QYHKIUU U
BMecTe ¢ nenouykamu PHK ¢opmupylor neaoctHyto
CUCTEMY KOOIIEPaTMBHO B3aMMOIEHCTBYIOIINX MaK-
pomosiekys. DepMeHThI MOTJIM CITOCOOCTBOBATH IMO-
BBIIIICHUIO TOYHOCTUM KOIIMPOBAaHUSI, B pe3yJIbTaTe
KOJIMYECTBO MHGpOPMALIMHM, KOTOPOE TaKue IIPUMU-
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Puc. 3. Crpykrypa runepuukia. /; — PHK-nenouxwu, E; —
depMeHTHI peruukauuu (i =1, 2, ..., n).

THUBHBIC “0CO0M” MOTJIM TIepeaaBaTh IIOTOMKaM, BO3-
pactajno. Utak, MOeNb eunepyuxa06 UHTEPIIPETUPY-
€T TUMNOTETUYECKYIO CTaaMI0 3BOJIOLIMU, KOTOpas
MoOTJjla ciieqoBaTh 3a KBasuBuaamu. Cxema runep-
MKJIa ipeacTaBieHa Ha puc. 3. B runepiukiie PHK
U (hepMEeHTbI KOOTIEPpUPYIOTCS CAEAYIOIIUM 00pa3oM:
umerorcsa PHK-uenouku (7)); i-a PHK koagupyer i-it
depmenT E; (i = 1 , n); bepMeHTBI HUKINYECKU
KaTtamuaupyoT permmkanuio PHK, a mMenHo E,
cnocoOcTByeT perviukauuu I,, E, cnocoOCcTByeT pe-
miukauuu I, ..., E, criocoOCTBYeT periukauuu 1.
KpomMe Toro, yrmoMsiHyTble MaKpOMOJIEKYJIbI KOOTe-
paTMBHO 00eCcneyuBalOT TPUMUTUBHYIO TpPaHCISI-
M0, TaK 9yTO MHpopMalud, 3akoamupoBanHasgs PHK-
LIETIOYKaMHM, TPAHCIUPYeTCsI B CTPYKTYpy (epMeH-
TOB, aHAJOTMYHO OOBIYHOMY MEXaHU3MY TpPaHCISI-
1IMU B OMOJIOTUYECKUX KIIETKaX.

OtMeTuM, 4TO Wit 3POEKTUBHON KOHKYPEHIINN
pPa3IUYHBIC TUNEPLVKIIBI JOJKHBI OBITh MOMEIIECHBI
B OTHEJIbHbIE KOMMApPTMEHTHI, T.e. MOJKHO OBITh
MPOCTPAHCTBEHHOE pasfejicHue TUIIEPLUNKIOB pa3-
Horo Buna (@aiictens u ap., 1980). Dro ycnoBue He-
00X0aUMO [Jisl TOTO, YTOOBI B MpOLIECCe DBOIIOLUN
OTOMPANTNCh TUMEPLUKIILI, UMEIOIIME TyJIlIe KaTa-
JIUTUYECKHE CITOCOOHOCTH BXOASIINX B HUX (hepMEH-
ToB. Ec/in He pa3MmelaTh TMNepLUUKIIbI IO KOMITapT-
MEHTaM, TO CeJIeKIMsI OIpenessieTcss HadaabHBIMU
YCIOBUSIMM, a He KaTaJUTUYECKUMU CBOCTBAMU
MaKpOMOJIEKYJI TUTIepLIMKIIA.

OTMETUM Takke M cIabylo CTOPOHY MOAESIN TH-
nepuukiaoB. Kak ObLJIO ITOKa3aHO B psiae padort (Sza-
thmary, 1986b; Szathmary, Demeter, 1987; Zintzaras
et al., 2002), runepLUUKIbI C1a00 YCTOMYMBEI 110 OT-
HOIIEHUIO K MYTalUsSIM: IIPYU MYTalUsSX OTIEIbHEIC
PHK-11emo4ku MOTYT BBIXOAUTH U3 CTPOSI, UTO OyIeT
NPUBOIUTH K Pa3pyHICHUIO CTPYKTYPhI TUIIEPLIMKIIA.
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Puc. 4. O0mas cxema caiizepa. / — MOJIMHYKJICOTUIHAS
MaTpuua, E; — bepmenTsl/6enku. Kpyrosas crpenka Haz
MaTpulieil CUMBOJU3UPYET TIPOLIECC PETUIMKALIMU.
Crpenku, HanpaBlieHHble BEpPTUKAJIbHO BHU3, COOTBET-
CTBYIOT Mpolieccam TpaHcasiuuu. CTpesku oT hepMEHTOB
E| u E, NOACHAIOT, 4TO 3TU (PEPMEHTHI KaTaJU3UPYIOT
MPOLECCHl PETUIMKALIMU Y TPAHCIISILUU COOTBETCTBEHHO.

MOJIEJIb CAM3EPOB

B Hauyajie 1980-x rogoB HECKOJILKO aBTOPOB IIpe-
JIOXWIM (haKTUIeCKU OIHY U Ty Xe Moneiab (PaTHep,
Iamun, 1980, 1983; White, 1980; Feistel, 1983), ko-
Topyio B.A. Pataep u B.B. Illamun Hazanu “Caii-
3ep” (Syser).

Mopnens cailzepos, Tak Xe KakK U MOIEIb TUIIEp-
LIUKJIOB, MOXET pacCMaTpUBaThCsI KaK pa3yMHast MO-
JIeJIb BOBHUKHOBEHHSI KOOIIEPAaTUBHBIX MaKpPOMOJIe-
KYJIIPHBIX CaMOBOCIHPOM3BOISIINXCS CUCTEM, CO-
JIepXKaluX Kak HOJIUHYKJICOTUIbI, TaK U (PEPMEHTHI.
OnmHako casephl 001ee CXOIHBI C OMOJIOTTYECKIMU
opraHusMamu, yeM runepuukibsl. KpomMe Toro, caii-
3epbl — JOCTATOYHO YHUBEpCaJabHAas MOAESIb CaMO-
BOCHIPOM3BOISIIEICS CUCTEMBI C KMOSPHETUIECKOM
TOYKM 3peHusi. B yacTHocTH, oOIIass apXUTeKTypa
caiizepoB MOHOOHA CTPYKTYpE CaMOBOCIIPOU3BOISI-
IIMXCSI aBTOMAaTOB, IIPEIIOKEHHBIX U HCCEeIOBAH-
HbIX (poH HeiiMmaHOM Ha 3ape COBpPEeMEHHON KOM-
neloTepHoit apbl (HelimaH, 1971).

Moaenb caii3epoB MOXET CIIY:KUTh OCHOBOM IJIsI
MHTEPIpPETALIMU 3TAIlOB 3BOJIOLMY OT MUHM-Caii3e-
poB (comepKalluxX TOJIbKO HEOOXOAMMBIE IJISI CaMO-
BOCIPOM3BEACHUST MAKPOMOJIEKYJIbI) K ITIPOCTEHAIIINM
OOHOKJIETOYHBLIM opraHu3MaMm. Hampumep, MOXHO
MOCTPOUTH MOAEIb MPOCTENIIEH MOJIEKYJISIPHOM CU-
CTeMbI ajarnTalry K MNepeMEHHON BHEUIHEW cpelne,
KOTOpasi Morjia Obl BOBHUKHYTh Ha IIPeA0UOIOrnde-
CKOM ypOBHE (Takasi MOAEb amallTUBHOIO cai3epa
OyneT paccMoTpeHa Huke). Jlajee B ToM pa3zaeiie Mbl
paccMOTpUM OOIIYIO CXeMY cali3epOB, IIPOaHAIN3U -
pyeM IMHAMHMKY MaKpOMOJIEKYJ B cai3epax M pac-
CMOTPUM KOHKYPEHIIMIO Caii3epOB pa3HbIX TUIIOB.

O0mas cxema caiizepoB

Caiizep BkiIIo4YaeT B ceds1 (puc. 4): MOJUHYKIIEO-
TUAHYIO MaTpuly (IMOJIMHYKJICOTUIHYIO LEHOYKY) 1,
depmeHT perukauuu E;, depMeHT TpaHcasuuu E,
Y IpyTH€ BO3MOXHBbIE 0enku Es, ..., E,. [TomuHykieo-
TuaHas martpuna / xomupyetr 6eiaku, pepMEeHT pe-
mkanuu E; obecneuynBaeT peruimKanuio MaTprilbl
I, depmeHT TpaHcasuuu E, obecrieyMBaeT CUHTE3
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OEIKOB B COOTBETCTBUM C WHMOpMalMeil, XpaHs-
mieiicss B MaTpuiie 1.

Caiizepbl UMEIOT ONpeneJIEHHOE CXOACTBO C OMO-
JIOTUYECKMMU KJIeTKamMu. MaTtpuia / XxpaHUT “TeHe-
TUYecKylo” uHdbopMaiuio; pepmentsl £, u E, npen-
CTaBJISIIOT COOOM ITIPOCTHIE AaHATIOTH TOBOJIBHO CIOXKHBIX
CUCTEM PEIIMKALMU U TPAHCJISIIUU OUOJIOTrMYECKUX
KJIETOK. ApXUTEKTypa Caii3epoB yxXKe IIPUOJIKACTCS
K CXEM€ CaMOBOCIPOM3BOISIIEICSI CUCTEMBI YIIPaB-
JieHus xkuBoit kietku (PatHep, 2001).

Ilon depmeHTOoM peruimkanuu £; MOXHO moapa-
3yMeBaTh 1lieJIylo cucteMy (epMeHTOB (HECKOJIbKO
pasIUYHBIX (DEPMEHTOB, KOTOPhIE B COBOKYITHOCTHU
BBITTOIHSTIOT (DyHKIIMIO PEIUIMKAILIMKM) — TaKasl 3aMe-
Ha HE U3MCHUT CYIICCTBEHHO IIPUBEICHHOE HUKE
MaTeMaTUYeCcKoe oIucaHue caizepoB. To ke camoe
CIpaBeIMBO U U1 pepMeHTa TpaHcasauu E,.

[Ipenmomaraercss, 4To Kak (pepMEHTHI peIuIiKa-
U1, TaK U (PEPMEHTHI TPAHCIILUU (PYHKIIMOHUPY-
IOT YHUBEpCaJbHO, T.€. BCE OHU “paboTaroT” ¢ oau-
HaKOBOI1 3(p(heKTUBHOCTHIO, HE3aBUCUMO OT CBOIICTB
MaTpUIl, KOTOPbIE OHU PEIUIMIIUPYIOT UM C KOTOPBIX
OHM “CUUTHIBAIOT” OEJIKU.

OTMeTUM, UTO UMEET CMBICI paccMaTpuBaTh IU-
HaMUKy MaKpoOMOJEKYJ caii3epoB He B TOMOTeHHOI
cpelle, a mpearnoJiarath, YTo KaXablii BUI caii3epoB
pacriojiaraeTcsi B CBoeM KOMITapTMEHTEe, B IPOTO-
kinetke (Chen, 2006; Chen, Walde, 2010). Ananus
MHOX€ECTBa pa3JIMuHbIX cali3epoB B TOMOT€HHOM cpe-
ne (Penpko, 19866, 2005) mokaspIBaeT, YTO B 3TOM
cllydyae KOHIEHTpaLs TTOJUHYKICOTUIHBIX MaTPpHUIL
BOOOIIIE HE MEHSIETCS, 2 KOHLIEHTpallu (pEpMEHTOB
Mpu OGOJBIIMX BPEMEHaX CTPEMSTCS K BEIUUMHAM,
MPOTIOPLIUOHAJIBHBIM MCXOAHBIM KOHLEHTPALUSIM
MaTpull. ITO UMEET MPOCTOI CMBICI: TaK Kak ¢ep-
MEHTBI PEIIMKAIliM BCEX BUIOB Caili3epoB YHUBEP-
caJlbHbl, OTHOCUTEIbHbIE KOHIIEHTpALIMU TOJIMHYK-
JIEOTUIHBIX MaTPUIL] pa3HbIX BUAOB HE MEHSIOTCS, a
TaK Kak (pepMEHTBI TPAHCISILIUY TaKXKe YHUBEPCAJIb-
HbI, CUHTe3UpyeMble (hepMeHThI “MoacTpanBaroTCs”
MOJI MAaTPUIIbl, U UX KOHILIEHTPALIMU B KOHIIE KOHIIOB
CTaHOBSTCS MPOTOPLIMOHAIBHBIMU KOHLIEHTPALIUSIM
MaTpull. MHbIMU CJIOBaMU, HECMOTpPSI Ha pa3HOOOpa-
31€ caii3epoB, B TOMOT€HHO cpejie HET CYIEeCTBEH-
HOT'O X OTOOpA B COOTBETCTBUU C 3DOEKTUBHOCTHIO
(depMeHTOB — BCe OMpeAeIsieTcsl TOAbKO HaYalbHBIMU
KOHIIEHTpauUsIMU MaTpuil. YTOObI BBIMTH U3 TAKOTO
“3BOJIIOLIMOHHOTO 3aCTOSI” U MIEPEeHTH K €CTECTBEHHO-
My OTOOpY Jy4IINX “0cobeii”, MOMEeCTUM cai3ephl B
MPOTOKJIETKH.

IMoHsITME TIPOTOKIIETKM aKTUBHO HCIIOJIb3YETCS
HUCCIIeA0BATEASIMU TIPOOJIEMBI TIPOUCXOXKICHUS XKI13-
Hu. [lox npomokaemioii noHUMaeTCsl Karuisi, Coaep-
XKallast MAaKpOMOJIEKYJIbI — TIPeIIIeCTBEHHUKHA MaK-
POMOJIEKYJT OMOJOTrMYecKuX KiieToK. IIpoTokieTka
OKpyXeHa MeMOpaHHOU o0oJioukoii. B onpeneneH-
HOM CMBEICJIE TIPOTOKJIETKU MOTOOHBI KOALlEPBATHBIM
KarisMm (OnapuH 1957, 1968). [TogpoGHee o TipoTo-



116 PEABKO

KJIeTKax MOXHO ITpouuTtaTh B padortax YeHa (Chen,
2006; Chen, Walde, 2010).

MaremMaTHYeCKO€E ONMCAHUE CAi3ePOB
LHunamura makpomonexyn

s onmucaHusi TMHAMUKU caii3epoB B TPOTO-
KJIETKaX UCITOJIb3yeM METO/, PeaI0KEeHHBII B pabo-
Te P. ®aiicrens ¢ coant. (1980) mis onucaHusi KOH-
KypeHIUU runepiukioB. [Ipennonaraem, 4yTo caiize-
PBI MOMEIIECHBI B IMPOTOKJIETKHU, KaXX1ask U3 KOTOPBIX
€CTb Karljisi, UMelolIasi ToJyIIpoHUIIaeMyto 000104~
Ky: OHa IMpOHMILIaeMa JJIs1 MaJIbIX MOJIEKYJT (TaKuX Kak
sHepreTndyecku dorarbie AT®D), HO HenmpoHULIaeMa
IS MAaKpOMOJIeKyJT (TTOJIMHYKJIEOTUIOB U hepMeH-
toB). Ilpennosnaraem, uro 1) caiizepbl MOMEIICHEI B
MPOTOKJIETKU; 2) KaxXmasi MPOTOKJIETKa BKJIIOYAET
TOJIBKO OJIMH TUI caiizepoB; 3) 00beM JIF00OoI MPOTOo-
KJIETKM MPOINOPLUMOHATIEH YHWCIY MaKpOMOJEKYJ
BHYTPUY JAaHHOU IPOTOKJIETKU.

HMcnonab3ys 3T NpeAIiooKeH!sI, IOJIydaeM clie-
IYIOIIVE YPAaBHEHUSI, XapaKTepU3YyIOIIne TUHAMUKY
MaKpOMOJICKYJ B OTIIeJIbHO ITPOTOKJIETKE:

dN., v N,
=iy, V=-§ N, x, ==,
f; s / %

dt (14)

i=0,L2,..,n,

rae N; ¥ X; — YMCII0 U KOHLICHTPALMsI MAaKPOMOJIEKYJT
[-TO TUIIA B pacCMaTPUBAEMOI IIPOTOKIIETKE COOT-
BETCTBEHHO; f — BpeMsI; V' — 00beM MPOTOKJIETKH; € —
cyMMapHasi KOHIIEHTpaLs MAKPOMOJIEKYJI B JaHHOM

n
MIPOTOKIIETKE (¢ = E ) 0x,-); Ji — CKOpoCTb CMHTE3a
i=

MaKpOMOJIEKYJ i-ro Tuma. MHmekc i = 0 OTHOCUTCS K
marpuile /, ocTajabHble MHAEKCH [ (= 1, ..., n) OTHO-
csarcs K pepmeHTam £y, ..., E,.

CuurtaeMm, 4YTO UMeeTCs OaJaHC MEXIY OCMOTH-
YeCKUM OaBJIEHUEM, KOTOPOe OOYCIOBIEHO M30bI-
TOYHOW KOHLEHTpalueidi MaKpOMOJIEKYJ BHYTPU
MPOTOKJIETKH, U JaBJICHUEM ITOBEPXHOCTHOI'O HATSI -
XKeHMsI 000JIOYKM ITPOTOKJIIETKM, TaK YTO CyMMap-
Hasl KOHIIEHTpallMsl MaKpOMOJIEKYJI ¢ ITOCTOSHHa

(27:0 x; = ¢ = const) (Paiicrens u ap., 1980).

CKOpOCTM CHHTE3a MaKpOMOJIEKYJT OIIpeAcisieM
CIIeIYIOIIMM 00pa3oM:

Jo = apxox;, f; =a;xpxy, j=1,...,n, (15)

Ille a; — HeoTpullaTeJibHble KOHCTAHThI. BoipaxeHust
(15) mompasymeBaroT, 4YTO CKOPOCTh CHUHTE3a MaT-
puil/pepMeHTOB IPOTOPIIMOHAIbEHA KOHIIECHTPAIINT
MaTpull W KOHIEHTpaluu (epMeHTa periuka-
LIUU/TPAHCIISILIAY.

W3 ypaBHeHuit (14) ¢ yueToM IIOCTOSIHCTBA CyM-
MapHOI KOHIIEHTPAllM MaKPOMOJIEKYJT UMEEM:
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dx; X
—=f-= , i=0,12,...,n, 16)
dt /i c ;fl (

17
7 (17)
CornacHo (15), (16) mguHaMuKa KOHLEHTpalWit
MaKpOMOJIEKYJT OIUCHIBAETCSI CUCTEMOI OOBIKHOBEH-
HBIX HEIMHEWHBIX nuddepeHInaIbHbIX YPaBHEHUI.
OTU ypaBHEHMs IIpOaHAIM3UPOBaHbl Ka4eCTBEHHBI-
mu Metogamu B paborax B.I'. Pegbko (2005, 2018).
IIpoBeneHHbII aHAIM3 MOKA3BIBAET, YTO IIPU JOCTa-
TOYHO OOJBIINX BpeME€HAX KOHIEHTPALlUM MaKpo-
MOJIEKYJ CXOIATCS K YCTOUMBOil 0coboii Touke x° =

dV _V X
t <:;§;f}

0 0
= {X,- } BenuuuHbL X; ONPEACTIAIOTCA BbIpAKEHUAMMU:

0 _ Caoal
xo - 9
aa +a(a +...+a,)
W= ca,a,
1 bl
aa +a(a +...+a,)

(18)

XapaKTepHoe BpeMA T CXOAMMOCTHU K TOYKE x° co-
CTaBJISACT

1

WOl (19)
C=0

CenexmusHble YeHHOCIU Calizepos.
Konxypenyus caiizepoé paznoeo muna

CornacHo ypaBHeHMIO (17) cKOpoCTh pocTa 00be-
MOB IPOTOKJIETOK JJIsI OIIPEACISHHOrO caii3epa Ipo-
MOPLMOHATLHA BeJINUHE

w=1%"7.
CI=0

KomMounupys ¢popmynst (15), (18), (20), Haxomum
BEJIMYUHBI W 1J1s1 paBHOBECHOM TOUKM X:

(20)

caya,a
wo = (a2 )
aya, + ay(a + ...+ a,)

(21)

Eciiu ecTb HECKOJIBKO TUIIOB Ccaii3epOB, KOTOPbIE
MMEIOT pa3JIMuHble TapaMeTphl d;, TO BEIUYUHBI W,
XapaKTepU3yIINe CyMMapHYI0 CKOPOCTb MaKpOMO-
JIEKYJIIPHOTO CUHTE3a caii3epoB, MOXKHO paccMaTpu-
BaTh KaK €CTECTBEHHYIO MEPY MPUCIOCOOIEHHOCTH,
OIpEeNesIIoILYI0 KOHKYPEHIIMIO cali3epoB pa3HbIX
tunoB. Bemmuunbsr W (20), OyneMm Ha3bIBaTh cenek-
MUBHBIMU YEHHOCMAMU CAi3epOB. 31€Ch Mbl CUUTAEM,
YTO BpeMeHa T CXOIMMOCTHU K YCTOMYUBOMY COCTOSI-
HMIO MHOTO MEHbIIIE APYTHMX BpEMEH, XapaKTepU3yto-
IIMX paccMaTpuBaeMble MPOLIECCHl. DTO O3HAYyaeT,
YTO CEJIEKTMBHbBIE LIEHHOCTH calizepoB W onpenensi-
1oTcst popmynoii (21).

st aHanmM3a KOHKYPEHLIMU caii3epoB B SIBHOM
BUe OyIeM CUMTaTh, YTO 1) Kaxkaasi IpOTOKJIETKa e~
JIUTCS TIOMoJIaM, KOrja ee 00beM MPEBbBIIIAET HEKO-
Ne 2
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TOPYIO KPUTUUECKYIO BEJIMUNHY, U 2) IIOJIHBIN 00beM
BCEX MPOTOKJIETOK MOCTOSIHEH: V. = Zk V, = const,

rae V, — cyMMapHbIii 00bEM MPOTOKJIETOK, COAEPXKa-
II1X calizephl k-ro Tuma. Torma BMECTO BhIpaKeHUS
(17) nmeem:

Y Wy, -V, (22)
dt
E=13wy, (22b)
VT k

TJe CeJIeKTUBHBIE IIeHHOCTU W) ompenenstorcs Ta-
paMeTpaMu CKOPOCTH CHHTE3a d; COTJIACHO BBIpaXKe-
Huto (21). CeneKTUBHbBIE LEHHOCTU Pa3IUYHbI IS
pasnuuHbIX caiizepoB. [lapamerp £ B ypaBHEHMSIX
(22a) xapakTepmu3yeT OMHOPOITHOE pa30aBJIEeHUE I10-
nyassuuy  rporokiietok (Maiictensr u ap., 1980).
®opmyna (22b) ectb cnenctBue yciaosus dVy/dt = 0.

VpaBHeHus (22) onuchIBalOT KOHKYPEHIINIO Caii-
3epoB. CorjlacHO OOIIEeMy PEIIeHUIO 3THUX ypaBHE-
Huii (Eigen, 1971; ODiiren, 1973; Eigen, Schuster,
1979; Diiren, Illycrep, 1982; Penpko, 2005), B pe-
3yJIbTaTe KOHKYPEHIIUM IIPOUCXOIUT OTOOP TaKOTO
TUIIA caii3epOB, KOTOPbIA UMEET MaKCUMAJIbHYIO Ce-
JIEKTUBHYIO LIEHHOCTb W.

HMTak, B IpoTOKJIeTKaX MPOUCXOIAUT OTOOD caiize-
pOB, 00JIAmAOITNX HANOOJBIIEHT CyMMapHOM CKOPO-
CThIO CUHTE3a MaKpOMOJIeKYJ. BEDKUBAIOT caii3ephl,
obiagaole MaKCUMaJIbHON “IpPOU3BOAUTEIBHO-
CTBIO TpyHa”.

PaccMmoTrpenHast Moneab KOHKYPEHIIUY caii3epoB,
pacmojararmoinxcsi B MPOTOKJIETKAaX, IOKa3bIBaeT,
YTO TaKasi KOHKYPEHIIUS 00eCIieynBaeT YCIOBUS IS
960MIOUUOHHO20 npoepecca: eCNU B TIOMYJISIINUA B pe-
3yabTaTe MyTallMid MOSIBJISIETCS HOBBIM caiizep, ce-
JIEKTMBHAs LIEHHOCTbh KOTOPOTO BBIIIE€ MO CpaBHE-
HUIO C IPYTUMU caii3epaMu, TO TaKOW caizep B pe-
3yJibTaTe 0OTOOPa BHITECHUT OCTaJIbHBIE.

ComnocraBJieHre MO Caii3epoB M MOIETH
CTOXACTHYECKOr0 KOPPEKTOpa

Mogaenb cmoxacmuueckoeo Koppekmopa (stochastic
corrector model) ObllIa TIpeIJTOKEHA 1 UCCIIEIOBAaHA B
paborax Illatmapu ¢ coaBt. (Szathmary, 1986a, b;
Szathmary, Demeter, 1987; Zintzaras et al., 2002).
CyTb MOJIEIV CTOXAaCTUYECKOTO KOPPEKTOPA COCTOUT
B CJIEIYIOLIEM:

A) HMMeeTcss HECKONIBKO TUIIOB PEIUIMKATOPOB,
KOTOpBIC BXOHSIT B IPOTOKJETKY M KOHKYPUPYIOT
MEXXIY COOO0I, HO TeM He MEHEE B3aUMHO TOIOTHSIIOT
npyr apyra. B paborax Illarmapu (Szathmary, 1986a,
b; Szathmary, Demeter, 1987) paccmaTpuBaloTcst ABa
TUIIA pEeIUIMKaTopoB. KileTke MmiIsT CyleCcTBOBAaHUS
HY>KHBI IBa TUTIA PETLIMKATOPOB, 1, XOTSI OHU KOHKY-
PUPYIOT MeXIy OO0, 00a TUIa HY>KHbI KJIETKE pac-
CMaTpUBAEMOro IPOTOOPTaHM3MA. PernKaTophl
COBMECTHO CITOCOOCTBYIOT (POPMHMPOBAHUIO MOHO-
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MEpOB, HCIHOIb3yeMbIXx B perumKanuu (Konnyd,
Czaran, 2013). Kak 1 B Moaeiu caiizepoB Ipeamnoa-
raeTcsl, 4YTO PEIUIMKATOPHI IIOMEIIEHEI B OIpeaeIeH-
HBIf KOMITAPTMEHT — ITPOTOKJIETKY.

b) Yucno Monekyn perInKaTopoB B KJIETKE HEBE-
JINKO, HECKOJIBKO IITYK, B TIpoliecce XKNU3HM KIIETKU
YUCJIO MOJIEKYJT PETUTMKATOPOB YBEJIMINBACTCSI.

B) NMmMeetcsa MexaHu3M OyIumMKanuuy kKiretok. Obda
peruInKaTopa yJ4acTBYIOT B IIPOM3BOJICTBE OIIpeie-
JICHHOTO TMOJIE3HOTO JJIsl KJIETKM BelllecTBa S, Koraa
YMCJIO MOJIEKYJ 3TOro BeIIeCcTBa S IIPEBOCXOOUT
oTpeneJIeHHBIN ITOpOT, KJIeTKa ASJIMTCS ITOIToJIaM Ha
JIBE IOYepHME KICTKH, MTOJYUYUBIIHECS MIPU 3TOM pe-
IUTMKATOPBI CIIy9aiiHO PACIIPEACIISIIOTCS 10 KJIETKaM-
MMOTOMKAaM.

o 99

I') IToToMKHM ¢ “npaBUJIBHON” MPOMOPLMEN MeEXK-
Iy YUCJIIOM pEerIMKaTOpOB pPa3HbIX TUIIOB >KUBYT
JaJiblle, TIOTOMKU C HApYLUEHHO IMPOTOpLMEN MeX-
Iy peruimKaTopaMu BeIMUparoT. “IIpaBuibHasi” mpo-
MOPLMST MOXET COCTOSITh B TOM, YTO UMCJIO PETLIMKa-
TOPOB ABYX BXOASIIUX B KJIETKY TUIIOB MPUMEPHO
PaBHO IpyT APYTY.

ITpoliecc aeaeHrs MPOTOKIJIETOK B MOJEIU CTOXA-
CTMYECKOT0 KOPPEKTOpa XOPOIIO MPOUJLIIOCTPUPO-
BaH Ha caiite (Tyler, 2019).

BaxHble MOMEHTBI MOAEAU CTOXaCTUYECKOTO
KoppekTopa: 1) HeOOIbIIIOe YUCITIO MOJEKY PETUIn-
KaTOPOB B IIPOTOKJIETKE, 2) KOHKYPEHIIUS MEXIY
pa3HBIMU TUIMAMHU PEIJIMKATOPOB, aHaJIOTUYHAs
KOHKYPEHIIUM MEXIy OpraHe/JlaMU B KJIeTKaX dyKa-
puot (Szathmadry, 1986a), HO pa3HbIe TUITLI PEILIMKA-
TOPOB HYXXHBI “IIPOTOOPTaHU3MY”’ TaK XK€, KaK HyX-
HbI pa3Hble OpraHeJUIbl B KJIETKE 3yKapuoT.

DdaKkTUYECKU MOJIENIb CTOXaCTUYECKOTo KOpPpEeK-
TOpa U MOJEJb cali3epoB B3aUMHO IOMOJIHSIIOT IPYT
npyra. Mogenb caii3epoB 0ojiee Y4eTKO BOCIIPOM3BO-
IUT OOIIyI0 CXeMy peIUIMKAllii XPOMOCOMBI M
TpaHCASILUU OEJIKOB MO MH(GOpMALMM, 3aKOOUPO-
BaHHOM B XpomocoMe. Ho 4ynciao MakpomoJieKysl B
pa3paboTaHHBIX MOJIEIIIX caii3epoB BEJIMKO. Moneib
CTOXaCTUYECKOTO KOppPEeKTOpa 60jiee YeTKO XapaKTe-
pU3yeT IIPOIIeCC UCIIOIb30BaHMS HEOOJIBIIIOTO YKCIIa
MOJIEKYJ B3aUMHO KOHKYPUPYIOIINX M HOITOJHSIO-
LIMX IpYT IpyTa peIUIMKaTOPOB.

OTMeTuM, YTO KaK B MOJEIU caii3epoB, TaK U B
MOJIEJIN CTOXaCTUYECKOTO KOPPEKTOpa BO3MOXHO HE
TOJILKO TIOMEIIeHNE MaKpPOMOJIEKYJI B KOMIIapTMEHT,
HO amcopOmusi MaKpOMOJIEKYJ Ha MUHEpaJbHOM
MMOAJIOXKKE, UYTO MOXKET CITIOCOOCTBOBATH O0JIee COBEp-
IIEHHOM 3BOJIIOLIMM PacCMaTpUBaeMOTro “IIPOTOOP-
rann3ma” (Konnyd, Czardn, 2013).

Caiizepbl 1 CAMOBOCHIPOU3BOIALINECST ABTOMATHI
¢on Heiimana

Ha 3ape coBpeMeHHOII KOMIBIOTEPHOI 3pbI (pOH
Heiiman ripemtosxxu u ucciiefoBajl MOAEIb CAMOBOC-
npouseodsuuxcss asemomamos (Neumann, Burks,
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ABTOMaT—pO,HI/ITCJ'[L

ABTOMAT-IIOTOMOK

Puc. 5. Cxema camoBOocnipou3BoAsImxcs aBromaToB 1o hoH Heiimany (1971).

1966; Heiiman, 1971). OHU COCTOSIT U3 CIACHYIOIINX
OCHOBHBIX KOMITOHEHT (puc. 5): 1) neHrta L, xpaHsi-
mas nHgopmanuio, 2) aBToMaT A, mpeaHa3HadYeH-
HBI JJ11 M3TOTOBJIEHUSI MPOM3BOJBHOIO aBTOMAaTa
corjlacHO MH(popMaluu, 3aKOAUPOBAHHOI B JieHTe L,
3) aBToMaT B, nipeqHa3HAaYEHHbIH 1151 KOTMPOBAHUS
neHTHl L, 4) aBTomatr C, KOOpIMHUPYIOIINI ITpOIIece
OTIEJICHUSI HOBOTO H3TOTOBJIEHHOIO aBTOMAaTa-I0-
TOMKa OT aBToMara-poautess. Kpome aTux HEoOXo-
JTIMMBIX KOMIIOHEHT, CAMOBOCITPOU3BOSIIECS aBTO-
MaTbl MOTYT BKJTIIOUATh 1 JOTIOJHUTEIbHBIE AaBTOMATHI,
KOHCTPYKIIMSI KOTOPBIX KOAUPYETCs JIEHTOM L.

OO01e apxuTeKTypa M IIPUHIIUAIE (GYHKIIMOHU-
pOBaHUSI Caii3epoB MOJTOOHBI TAKOBBIM JIJIS CAMOBOC-
MPOU3BOASIIMXCS aBTOMAaTOB. KOMITOHEHTHI caMo-
BOCIIPOM3BOISIINXCS aBTOMATOB U COOTBETCTBYIO-
IIM€ UM aHaJIOTU Caii3epoB IPeACTaBIeHbI B Ta0I. 2.

Takum o6pa3oM, MOIENb caii3epoB XapaKTepu3y-
€T JTOCTAaTOYHO OOIIYIO CTPYKTYPY CAaMOBOCIIPOM3BO-
JSIIIIUXCST CUCTEM.

Mogesb afanTUBHOTO caiizepa

Mopenp aganTUBHOIO caii3epa XapaKTepu3yeT
cxeMy afarTalliM K BHEIIHel cpee, KoTopast Morja
BO3HMKHYTb Ha IIPeAOKOJIOTMYECKOM YPOBHE WUJIU Ha
OYeHb pPaHHUX 3Tarnax OMOJIOTMYECKOM 3BOJIOLIMHU.
Huxe maHo KpaTKoe M3JIOXKEHHE MOIETU agalTUB-
Horo caizepa (Penbko, 19906, 2018), umeroiiero
MPOCTYI0 MaKpPOMOJIEKYJISIDHYIO CHUCTEMY YyIpaBie-
HUsI, KOTOPask BKJTIOYAET ¥ BHIKJTIOYAET CUHTE3 OIpe-
JeJIeHHOro (hepMeHTa B OTBET HA U3MEHEHMS BHEIII -

HEM cpeabl; cxeMa 3TOM MOJIEKYJISIpHOM aganTaluu
Momo0Ha KJIACCUYECKOM cXeMe peryJnupoBaHMsI CUH-
Te3a 6eJIKoB B OakTepusx 1o 2Kakooy u Mono (Jacob,
Monod, 1961).

Obwas cxema u NPUHUUN PYHKUYUOHUPOBAHUSL
adanmuenoeo caiizepa

CKOHCTpyUpYeM CXeMy adanmuerozo caizepa, 10-
0aBJIsIsT HEOOXOMMMBIE (hepMEHTHI K CXeMe MUHUMAJIb-
HO BO3MOXHOTIO caiizepa (MumHH-caiizepa). Ecte-
CTBEHHO, KOHCTPYUPYEM BCe 10 MOJ00MI0 C OO0~
yeckuM mpototurioM (Jacob, Monod, 1961). CxeMbl
MMHM-caii3epa U aJalTUBHOIO calizepa MmpeacTaBiie-
HBI Ha puc. 6.

Munu-catizep (puc. 6a) — 3TO IPOCTEHIIINIA caiizep,
CoJiepKallluii TOJIbKO T€ MaKpOMOJEKYJIbI, KOTOPbIE
HEOOXOIMMBI U IOCTATOYHbI IS CaMOBOCIIPOU3BEIC-
HUSI, a UMEHHO TTOJIMHYKJIEOTUIHYIO MaTpully I, (pep-
MEHT peruiMkaiuuu E; u depMeHT TpaHcasaiuu E,.

B amanTuBHEBII caii3ep BKJIIOYMM ABa JIOIIOJIHU-
TeJIbHBIX (hepMeHTa: (pepMmeHT-peryasaTop £; u dep-
MeHT-anantep £, (puc. 66). ®epMeHT-peryasaTop £
OTCJIEKMBAET COCTOSIHME BHEIIHE! CpeIbl M BKITI0Ya-
eT WX BEIKJTIOYaeT CUHTe3 hepMeHTa-amanTepa £, B
COOTBETCTBUM C U3MEHEHUSIMU OKPYKalOIIeil Cpebl.

PaccMoTpum oba 3Tux caiizepa U CpaBHUM MUX Ce-
JIEKTUBHbBIE CBOIICTBA, JIeJiasi eCTECTBEHHbBIE TIPEaIO-
JIOXKEHUSI O TIPUCIIOCOOICHUM alallTUBHOTO caiizepa
K BHewHei cpede. I[IpeanonaraeM, 4To UMeeTCS 1Ba
BO3MOXHBIX COCTOSIHUSI BHEIITHEI cpenbl: cpeaa A 1

Ta6auna 2. CpaBHeHME apXUTEKTyp aBToMaToB (pboH HeiimaHa u caiizepoB

CamoBocnipousBosiuecs: aBtomartsl (poH Heiimana

Caiizepnbl

3anoMuHaromas jgenra L

[MTonuHykneoTunHas Mmatpuua /

ABTOMaTA, HpCHHaSHa‘ICHHbeI JJI U3roTOBJICHUA ITPOMU3BOJIBHOTO q)epMCHT TpaHCJIALIUN E2

aBTOMaTa CorjiiaCHoO I/IH(i)OpMaLII/II/I, 33KOHHpOBaHHOﬁ B eHTe L

ABTomar B, konupylomuii J1eHty L

®epMeHT peruiukanuu E;

Atomat C, KOOPAMHUPYIOLIUIA MPOLIECC OTAEJIEHNS aBTOMaTa~-

IIOTOMKA OT aBTOMAaTa-poauTEIIA

HeneHue MPOTOKJIETOK B IIPOLIECCE POCTa Caii3epOB
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Puc. 6. Cxembl MUHHK-cali3epa (a) M aTaNTUBHOTO caiizepa (0). / — MoNMHYKJIeoTUAHAs MaTpula, £ — GepMEHT peruInKanmu,
E, — depmeHT TpaHcasiuuu, E5 — dbepMeHT-peryisTop, £, — depMeHT-ananTep.

cpena B. Cpena A — oObIYHas1, B KOTOPOIi 00a caitzepa
00J1a1aloT CMOCOOHOCTBHIO CaMOBOCITIPOU3BEACHMS.
Cpena B — n3aMeHEeHHOE COCTOSTHIE, B KOTOPOM MaK-
POMOJIEKYJISIDHBIIA CHMHTE3 HMMEET MECTO TOJBKO B
aJalTUBHOM cali3epe M TOJIbKO MpH HaIuduu gep-
MeHTa-aganrtepa E,. @epMeHT-perystop E; B agar-
TUBHOM caii3epe CUHTE3UPYETCS MOCTOSIHHO C MaJIoi
MHTEHCHUBHOCTBIO B 00eMrX cpedax M BKIIIOYAET CHH-
Te3 anantepa £, B cpene B U BBIKJIIOYAET 3TOT CUHTE3
B cpene A.

B xauecTBe nmpumMepa IByx cped MOXHO paccMar-
puBaTh CHUTyalMio, Korma cpega A COOTBETCTBYET
OOBIYHOMY CcYOCTpaty Sy, KOTOPbIM MOTYT MUTAThCS
oba caiizepa, a cpega B cOOTBETCTBYeT OOBIYHO “He-
CbeIOOHOMY” XMMUUECKOMY CyOCTpaTy S5, KOTOPbIi
B aJalTUBHOM calizepe MOXeT ObITh IIpeo0pa3oBaH B
OOBIYHBIN “ChenoOHbBIN cydcTpaT” S, MoCpeacTBoOM
anantepa E,. EcTecTBEHHO, UTO [JIs1 5KOHOMUU XKU3-
HEHHBIX PECYPCOB XeJIaTeIbHO CUHTE3UPOBaTh afgam-
Tep E, TOJBKO TOrAa, KOrjaa 3TO AEMCTBUTENbHO He-
00X0oauMoO, T.€. TOJABbKO B cpene B. UTOOBI oTCIIeXu-
BaTh COCTOSTHME OKPYXKaIOLLel cpeabl, B adaliTUBHbINA
caiizep BkJOUeH (pepMeHT-peryasatop £, KOTopblit
CUHTE3UpYeTCsI Bcerga, HO “IKOHOMHO”, ¢ MaJloi
WHTEHCUBHOCTBIO.

Kakoii caiizep OyneTr BbDKMBaTh B II€pEeMEHHOI
cpene? OTBEeT Ha BTOT BOIPOC JaJeKO HE OYCBUICH.
JleicTBUTEIbHO, SICHO, YTO aJanTUBHBINA caiidep
MMEET CEJIeKTUBHEIC IPEeUMYIIEeCTBa 110 CPaBHEHUIO
C MMHHU-caii3epoM B oKpyxamwleit cpene B. Ho mis
MEPEMEHHOI Cpeabl CUTyalMsl CJIOXHEE, TaK Kak
aJanTUBHBIN caiizep NOJKEH CUHTE3MPOBATh JOMOJI-
HUTENbHBIN (epMeHT E;, U 3TO — NOMOJHUTEbHAs
Harpy3ska JJjis alanTUBHOTIO caii3depa 1o CpaBHEHMUIO C
MUHU-calizepoM. bojiee Toro, ananTuBHOMY caiizepy
HEOOXOIMMO OIpeaesIeHHOEe BpeMs IJIs IIepexona OT
peXuMa OgHOM Cpelbl K APYroi, TaK 4TO KOHKYPEH-
UsI caii3epoB JOKHA 3aBUCETh U OT YaCTOThHI CMEHBI
cpen. IToatomy HeoOXoaMM aHaMW3 KOHKYPEHIIUU
caiizepoB, KOTOPbIN U MIpeaCcTaBJIeH HUXE.
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Mamemamuueckoe onucanue MuHu-caiizepa
U adanmueéHoeo caiizepa

ITpoananuzupyeM IWMHAMMKY MaKpOMOJEKYJI B
MUHM-cali3epe U agalTUBHOM caiizepe, MCIIOJIb3ysl
MU3JIOXKEHHYIO BbIIlIe OOIIYI0 CXeMy pacueTa KOHKY-
peHllMu caiizepoB. B o0uiemM Buae sTa JUHAMMKa
OIMUCHIBAaeTCS ypaBHEHUSIMU (16), B KOTOPBIX HY>KHO
KOHKpPeTU3NPpOBaTh (POPMYJIbI 1151 CKOPOCTH CUHTE3a
MaKpOMOJIEKYJT f; Y paccMaTpuBaeMbIX Caii3epoB B
obenx cpegax. OTnpene MM CKOPOCTU CUHTE3a CIIeIy-
IOIIIM O00pa3oM.

st MUHM-caii3epa rmoiaraeM:

Jo =apxoxy, fi = axox,, i =12, Bcpene A, (23a)
fo=/fi=/f,=0, BcCpene B. (23b)
s aganTUBHOTO caii3epa IojiaraeMm:
fo. = apXoX;, Jf; = aixeX,, (24a)
i=1,273 Bcpene A,
Jo = boxoXy,  fi = bixex,, (24b)

i=1,234,

rme b, — mapaMeTpbl CKOPOCTH CHMHTe3a B cperne B.
3nech, Kak M BBIIIE, X, — KOHIIEHTPALIMM MaTpUII, X; —
KOHUeHTpauuu pepmenToB E; (i =1, 2,...).

Ananorudso (15) atu hopmyIIbl IToapa3ymMeBaioT,
YTO CKOPOCTh CMHTE3a MaTpull/(hepMeHTOB IMPOIIOp-
[UOHAJIbHA KOHLIEHTpAllM MAaTPUL U KOHIIEHTpa-
oy hepMeHTa peIIMKallMK,/TpaHCsIuun. Beipaxe-
Hue (23b) o3HavaeT, 4YTO B MUHH-caii3epe B cpeae B
CUHTE3 MAaKPOMOJIEKYJI OTCYTCTBYET.

Kak moxka3zaHo BwIlle, B GUKCUPOBAHHON OKPY-
Kalollell cpelle KOHIEHTpallMyM MakKpOMOJIEKY/I B
caiizepax cxoIdTcs K ycToiiunBoii ocoboii Touke x°. B
MepeMeHHOI cpelie KOHKYPEHLIMS MUHU - U afallTUB-
HOTO caif3epoB 3aBUCHUT OT YAaCTOThl YepelOBaHUS
cpen. B padorax B.I'. Peabko (19906, 2018) nmpoaHa-
JIM3MPOBAHBI ABa IIpeNeNbHBIX ciaydas: 1) pemkas
CMeHa cpen — IuTeabHocTH cpen 71,, Ty HaMHOTO
OoJIbIIIE XapaKTePHBIX BpeMeH T, Tz CXOMMMOCTH K
ycroitunBoii Touke x': T, > 1,, Ty > Tp; 2) yacras
CMeHa cpen — jaiautenbHocTu cpen 71,, Tp HAMHOTO

B cpene B,
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Puc. 7. 3aBUCUMOCTb TOPOrOBOif OTHOCUTEIbHOM YacTO-
Tbl P, cpenbl B OT OTHOILLEHMSI MAKPOMOJIEKYJISIPHBIX CKO-
pocrteit cunTe3a K mist penkoii (a, b) v yactoii (¢, d) cMme-
Hbl cpen: €4 = 0.033, €5 = 0.5 (a, ¢) unu € = 2 (b, d).
AanTUBHBIN caii3ep UMeEeT CEJIEKTUBHOE ITpeuMyIle-
CTBO B 00JIaCTH BbILLIE COOTBETCTBYIOIIEC KPUBOIA.

MEHbIIIE XapaKTEPHbIX BPEMEH T4, Tp CXOOUMOCTU K
ycroitunBoii Touke x: T, < T4, Tp < Tz . Bbl1 ipoBe-
JIeH TTapaMeTpUIeCKUii aHaJIu3 KOHKYPEHIIUU MUHMU -
caiizepa u aganTuBHOrO caiizepa. OCHOBHBIE Pe3YJib-
TaThl 3TOr0 aHa/IN3a MoKa3aHbl Ha puc. 7. [Ipenmona-
rajoch, 4YTO MPOILECC CMEHbI Cpell MePUOANIECKUN 1
YTO OTHOCUTEIBbHBIE CKOPOCTU MaKPOMOJIEKYJISIPHO-
ro CUMHTE3a B aJalTUBHOM calizepe (cM. POPMYIIBI
(24)) He 3aBUCST OT OKpYyxKatolleit cpenpl: b, = Ka,, i =
=0, ..., 3, tne K— KOHCTaHTa MPONOPLIMOHATbHOCTH.

Puc. 7 nokasbiBaeT, mpu Kakoil OTHOCHUTEIBHOM
yacTtote P cpenpl B BBDKMBAET TOT MW MHOM caiizep.
Ecnu P> P,, To BBLXMBAET alaliITUBHBIN cailzep, ecau
P < P,, TO BBIXXMBaeT MUHU-caiizep, P, — moporosoe
3HaYeHUE OTHOCUTENBHOI 4acToThl cpenbl B. I1pu-
Mepbl 3aBucuMocTteil P, (K) mis ciyuyaeB penkoit u
4acTOM CMEHBI Cpell JIsI HECKOJIBbKUX 3HAYeHUI Ta-
paMeTpOB €, U € MOKa3aHbI HA pUC. 7. OTH MapameT-
PBI ONPENENSAIOTCS CKOPOCTSIMU CHHTE3a MaKpOMO-
JiekyJs (cM. BeipaxkeHus (23), (24)) cienyouium o0-
pa3om:

a3
SA = 5
aya + a2(al + a2) (25)
€p

" bob + by(b + by + by)

BunHo, yto mjis Gonbmux €p (T.€. M1 OOJBLIUX
cKopocTeii cuHTe3a (pepMeHTa-anantepa E,) obiactb
BbIKMBaHMS aJanTUBHOIO caiizepa 1jsl 4aCTOM cMme-

JKYPHAJI OBLIEN BUOJIOTUU

HBI Cpell HAMHOTO MEHBIIIE, YeM IJIsI PEIKOM CMEHBI
cpen.

Takum o6pazom, pazpaboTaHHAST MOAETb OTIUCHI-
BaeT KOHKYPEHIIMIO alallTUBHOIO caiizepa U MUHU-
caiizepa. AJANTUBHBINA caiizep MMeeT CeJIEKTMBHBIC
NpeuMyIIeCTBa MO CPAaBHCHUIO C MHHHU-CA3epoOM,
HO HE BCErna, a JIMIIb ToIma, Korma “pacxombl” (He-
00XOIMMOCTh MOCTOSTHHOTO CUHTEe3a (pepMeHTa-pe-
ryasitopa E3), TpeOyemble 111 o0ecrieyeHUus1 (pyHK-
LUOHUPOBAHUS MOJIEKYJISIDHOII CUCTEMBI MEPEKIII0-
YyeHHUsI, OOCTAaTOYHO Majibl. TeM camMbIM JaHHas
MOJEb IE€MOHCTPUPYET, YTO HOBOE “U300peTeHue”
9BOJIIOLIMKA MOXET OBITh IIOJIE3HO, HO HE BCErna, a
TOJILKO TOTAa, KOra pacxodbl HAa MOMAepKaHUE pa-
OOTHI 3TOro “U300peTeHMsI” MEHbIIIEe, YeM MoJIyyae-
Mas IoJjIb3a.

PaccMmoTrpeHHas cucteMa peryiMpoBaHUSI CUHTE-
3a (pepMEHTOB MoOrJia Obl OBITH ITEPBOIi, BO3HUKIIIEH B
Ipolecce SBOIOLMK CUCTEMOI amanTaluyu K nepe-
MEHHOIi BHEIIHEN cpele.

SAKJITIOYEHUE

PaCCMOTpGHHI)IC MOIECIN XapaKTECPpU3YIOT ITOCTEC-
TICHHO YCJIIOXKHAOIMECA MaKPOMOJICKYJIIAPHBIC ITPEI-
LIIECTBEHHUKU OMOJOTMYECKUX OpraHu3MoOB.

KBazuBuabl XxapaKTepu3yOT 3BOJTIOLIUIO TPOCTHIX
uHopMmaumoHHBIX eauHull — PHK-1iermouexk He-
OOJIBILION OJIUHBIL.

I'unepuuKIIBI — 3TO MAaKpPOMOJIEKYISIPHbIC CUCTE-
Mbl, YYMTHIBaWIIe Koormepauuw uernodyek PHK c
npocTerimMu pepMeHTaMi, KOTUPYEMBIMHU 3TUMU
LHEeITOYKaMU.

Caiizepbl — 3TO MOJIEKYJISIpHbIE “KOHCTPYKLIMU”,
MIOCTaTOYHO OJIM3KME K CaMOBOCITPOM3BOISIIEICS
MOJIEKYJISIPHO-TE€HETUYECKOM CUCTEME >KMBOM KIIET-
KM.

HpCZ[CTaBJ'ICHHBIC MOIECJTIN — 3TO TOJIBKO BO3MOXK-
HBIC 3JICMCHTLI 3BOJIIOLIMN npez[61/10ﬂor1/1qec1<mx CH-
cteM. TeM He MeHee OHU MO3BOJISIIOT YETKO 1 Ha ce-
PHE3HOM MATEMATNYCCKOM YPOBHEC IIPEACTABUTDH T'-
INOTECTUYCCKUEC STaIlbl HpCﬂﬁI/IOJIOI‘ NYECKOM
3BOJJIIOLINUA.

Hacrosmas paGoTa BBHIITOJTHEHAa B paMKax TOCY-
MapCTBEHHOTO 3adaHMs 110 TIPOBeneHUI0 (hyHIaMeH-
TaJIbHBIX HAYYHBIX UCCIenoBaHUi o Teme “Hccie-
IOBaHHME HEMPOMOPMHBIX CUCTEM 00paGOTKU GOJTb-
IMUX AaHHBIX M TEXHOJOTMU WX W3TOTOBJICHUS
(Ne 0065-2019-0003). ABTOp GIarogapeH pelLeH3€eH-
Ty ¥ HAYYHOMY PEIaKTOpPy 3a MOJIe3HbIe 3aMeYaHUsT 1
pPEKOMEHIAIINU, CITOCOOCTBOBABIIME YIYUIICHUIO
CTaTbU.
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Models of prebiotic evolution, investigated by the author, are characterized, namely 1) the quasispecies mod-
el, 2) the hypercycle model, and 3) the syser model. The quasispecies model was proposed by Manfred Eigen,
this model describes an evolution of population of the RNA macromolecules that could encode hereditary
information. During the reproduction of RNA molecules, the inherited information is copied. Errors in the
copying process lead to RNA mutations. The evolution of such a population leads to the selection of a quasi-
species. The quasispecies is such a distribution of RNA chains that include both the “best RNA” (i.e., repro-
ducing at maximal speed) and similar RNA chains that differ slightly from this best RNA by mutational sub-
stitutions. The hypercycle model was proposed in the late 1970s by Manfred Eigen and Peter Schuster. The
hypercycle includes both the RNA chains and chains of amino acids, which perform certain catalytic func-
tions. Both types of chains form a system of cooperatively interacting macromolecules. The syser model was
proposed by Vadim Ratner and Vladimir Shamin. The term syser is abbreviation from the SYstem of SEIf-
Reproduction. Sysers are closer to simplest organisms as compared with hypercycles. A syser includes the
polynucleotide chain, replication enzyme, translation enzyme, and other enzymes/proteins. A stochastic cor-
relator model is also outlined, which, like the syser model, characterizes a certain approach to real biological
cells. The syser model and the stochastic correlator model are compared. The current study characterizes all
the noted models. The brief mathematical description of the models and the main results of computer simu-
lations corresponding to the models are presented.
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