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Ornncana MaTeMaTUIecKasi MOJIeTh (PyHKIIMOHUPOBAHUSI TEHTPATIHLHOIO PETYJISITOPHOTO KOHTY-
pa reHHBIX ceTell MopdoreHesa MEXaHOPEIEITOPOB JIPO30MUIBI ¢ YIETOM MyTaIMi BXOIAIIUX
B HEro reHoB. [IpoBeIeHbl BHIYUCIUTEIbHBIE SKCITEPUMEHTDI, TOKA3BIBAIOIINE HAJTMYINE HEPAPXIH
addekror myranuit renos IIPK na npogykimio 6eskos ASC.

KurouyeBbie ciioBa: NeHTPAIBHBIN PEryJIsITOPHBII KOHTYD, T€HHAsT CETh, MATEMATHIECKAsT MO-
JIeJTh, NJIeHTH(UKAINS TAPpaMeTPOB, KOMIIBIOTEPHOE MOJIe/INPOBaHue, npo3oduia, achaete-scute
KOMILJIEKC, MYTAIUH.

DOLI: 10.33048 /SIBJIM.2023.26.311

BBEJIEHUE

CorytacHO COBPEMEHHBIM TPEJCTABJICHUSAM KOHTPOJIb ITUPOYAMIIEro CIIEKTPa OMOJIOTUIeCKUX
IIPOIIECCOB, B TOM 4Yucje nauddepeHImpoBKy KIECTOK, POCT, PA3BUTUE U KU3HEICATEILHOCTDL Opra-
HU3MOB, UX CIIOCODHOCTH pearupoBaTh Ha CHUI'HAJbI OKPYKAIOIIEil CPeJibl, OCYIIECTBIISAIOT I'€HHbIE
cetu. ['eHHBIE ceTH TPEIACTABISIOT CODON BU3YAJM3AIUIO CJIOYKHBIX B3aUMOCBsI3eil KaK MEXK/y BXO-
OAIMAMA B HUX T€HAMU, TaK U JIPYTUMHU KOMIIOHEHTAMU OUOJIOTHYECKUX CUCTEM, B (DYHKIIMOHUPOBA-
HUAU KOTOPBIX OHU YYACTBYIOT. PEKOHCTPYKIIMS I€HHBIX CeTell OCYIIeCTBIISETCS Ha OCHOBE aHaJIn3a
u 0000IIeHNsT pa3HOXaPAKTEPHBIX SKCIIEPUMEHTAJbHBIX JIAHHBIX U JIaéT HamboJiee MOJTHOE U CUCTe-
MaTH3UPOBAHHOE (DEHOMEHOJOTMIECKOE OMUCAHNE PACCMATPUBAEMONl OMOIOTMYEeCKOl CUCTEMBbI MJIN
1polecca.

Konrernius reHHbIX ceTell cO3/a6T BO3MOXKHOCTD (DOPMATU30BAHHOTO MIPEJICTABICHUS] U MOJIE-
JITPOBAHUSI JUHAMUYIECKOTO COCTOSHUS OMOJIOTMYIECKUX CUCTEM PA3HOI'O YPOBHS CJIO2KHOCTU — OT
kyieTKu 1o opradusma (cm. [1-5]). Cern neMOHCTPUPYIOT CJIOXKHOE JAMHAMUYECKOE MOBEJEHHE, UTO
HO3BOJISIET CHCTEMaM OINEPATUBHO PearupoBaTh Ha PA3jIMYHbIC BHENIHWE U/UJIM BHYTDEHHHE CTHU-
MyJibl. CyIeCTBEHHBIM aTpUOyTOM CTPYKTYPBI CeTell SIBJISTFOTCSI PEryJisiTOpHbIE KOHTYPBI C ITOJIO-
JKUTEJIbHBIMUA U OTPULIATESIbHBIMU CBA3SIMU, IO3BOJISIONINE 00ECIIEYNBATH TOHKYIO aBTOIOACTPONKY

Pabora BomosiHeHa B paMkax rocygapcrsernoro saganusa UIull CO PAH (upoekr FWNR-2022-0020) u rocy-
napersenHoro 3aganus VIM CO PAH (npoekr FWNF-2022-0009).
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ceTeil M UX KOPpPEeKTHOe (DYHKIIMOHUPOBAHNE, HAIIPABJIEHHOE Ha Peajiu3alliio COOTBETCTBYIOIIEH Te-
HETHUYIECKON TTPOrpaMMbl (POPMUPOBAHUST TOTO WM WHOTO (PEHOTUITHIECKOTO MTPU3HAKA.

[IpumepoM TaKoro peryasiTopHOrO KOHTYPa SIBJISIETCSI NEHTPAJIbHBIA PeryJIsiTOPHBINA KOHTYP
(IPK) — menrpajbHOe 3BEHO TPEX T€HHBIX CeTeil, 00eCIeunBaoNuX Pa3BUTHE KAK OT/IEIbHBIX Op-
raHoB HepudepruIecKoil HEPBHON CUCTEMbI (MEXaHOPEIENTOPOB) IP030duiIbl, Tak 1 GopMUPOBAHUE
UX COBOKYIHOCTH, TaK HA3BIBAEMOIO MIETHHOYHOIO pucyHKa |[6—8]. OCHOBHOI STam 3TOro mporec-
ca 3aKJII0YaeTCsl B (OPMUPOBAHUE POJIUTENBLCKON KJIETKH MeXaHOperenTopa. Poqureibckast KieTka
XapaKTEPU3YETCsT OMPEJICIGHHBIM YPOBHEM OE/IKOB — TIPOAYKTOB KCIIPECCHH TEHHOTO KOMILIEKCA
achaete-scute (AS-C). Ux mapaborky u kourposupyer LIPK, momymupyomuii akTHBHOCTE KOM-
TJTIEKCA.

Hapsiny ¢ renamu AS-C' — ocuoBroro siementa [IPK, B ero cocraB BXomuT emig psii reHOB,
O00BETMHEHHDIX TTOJIOKUTEHHBIMIA U OTPUIATETLHBIMU CBSI3SIMU, U OEJTKOB, OTOCPEIYIONTUX ITH CBI-
3u. AHaJIM3 MOCTPOEHHON HaMmu panee Mmopenn dyukmuonuposanust [IPK npu orcyrcrBum myTa-
UM BXOSIIUX B HETO T€HOB ITOKA3aJ/I, ITO IPU OMOJOIHIECKH OIMPABIAHHBIX IIapaMeTpaxX CHCTeMa
dyukImonupyer 6e3 ocrmasanuii. Hapaborka 6emkoB ASC mpoIoizKaeTest 10 JOCTUKEHUsT YPOBHSI,
HEODXOIUMOTO JIJIsT JeTEPMUHAITME KJIETKH KaK POJUTEIbCKON KJIETKH MEXaHOPEIENTopa, a 3aTeM
maaeT Jo 6a30BOro ypOBHS, O3BOJISIOIIETO €eif mepeiitn K mesennio (cM. [7,9]).

OjtHaKO XOPOINO M3BECTHO, UTO TeHbI MoABepKeHbl MyTarusMm u renbl [IPK He cocraBmsitor
UCKJTIOUeHns. B pe3yibrare BO3HUKAIOT OTKJIOHEHWsT OT CTEPEOTHITHON CTPYKTYPBI IMETHHOYHOTO
pucytuka. B 3aBucumoctu ot xapakrepa mytanuii B riaHoMm KomronerTe [IPK — remax AS-C —
HADJTIOTAETCS NCIE3HOBEHNE TeX WJIM MHBIX MEXaHOPEIEIITOPOB, a B Hanbo ee PaIuKaIbHbIX CIIyYa-
SIX — OTCYTCTBHUE TIOABJISIONIEr0 OOJIBIMMHCTBA COCTABJISIONINX IMIETHHOYHOTO PUCYHKA. Pe3ysibrars
MaTeMaTHIeCcKoro moaenpoBannsg dyukinnonnposanus [IPK ¢ yuérom MmyTanumiti reHOB KOMILTEKCA
achaete-scute paccmorpensl B pabore [9].

[IpeMeToM HACTOSINEH CTATHY SIBJISIETCST IIOCTPOEHKE U aHAJIN3 MaTeMaTHIeCKONH MOJIEN (PYHK-
nuonuposanus [[PK mpu myTarusax BXOAAIMX B HETO TEHOB-PEryISITOPOB aKTUBHOCTH KOMILIEKCA
AS-C. JIjs1 BBIYUCIUTEIBHBIX IKCIEPUMEHTOB C TAKOH MOJIEIbIO MCIIOJIB30BAHO CIIEIUAIBLHO paspa-
6oTaHHOE MPOTpaMMHOE obecrevueH e,

31ech U ajiee HAMMEHOBAHUsI TeHOB 0O03HAYEHBI KYyPCHBOM, & HA3BAHUsI OEJIKOB — IPSIMBIM
mIpu@TOM.

1. CTPYKTYPHO-OYHKIIMOHAJIbHA A OPTAHU3AIINS ITPK

[HenTpaabHBI PEryIaTOPHBIA KOHTYP — TIJIABHBINH YIIPABJISIONINN MOYJIb TPEX TE€HHBIX CeTeil
Mopdorene3a MexaHOPENnenTopoB. KOMIIOHEHTHI KOHTYPa, IIPEJICTABJIEHBI CEMBIO T€HAMU U JIECSITHIO
Geskamu. Lenbt AS-C, hairy (h), extramacrochaeta (emc), senseless (sens), charlatan (chn), scratch
(scrt), phyllopod (phyl) 06beHEHDI CHCTEMOl AKTHBUPYIOIMIUX M PEIPECCUPYIONIIX B3aNMOIeiiCTBIil
Jepe3 OMHOMMEHHBIE OeJIKM, KOAUpYyeMble HA3BaHHBIMU I'e€HaMW, WJIM WX KOMILIeKchl. beaku ASC
MOTyT 06pa30BbLIBaTh KOMIUIEKCH ¢ Oekamu Daugterless (DA) n Extramacrochaeta (EMC). B 3a-
BucUMOCTH OT TOoro, ¢ KakuM u3 Hux (DA win EMC) dopmupyercst komuieke, 6esku ASC im6o
YCUJIUBAIOT, JTUOO OCTIABIISIIOT aKTUBHOCTH COOCTBEHHBIX TeHOB. Bekn ASC HATPSIMYTIO aKTUBUPYIOT
sKcIpeccuio reHoB chn, sems, scrt, phyl. Benok SCRT penpeccupyer ren hairy, a CHN penpeccu-
pyer kKak hairy, Tak u emc. g monuomnenHoro ¢gyuknuonnposannsa [IPK meobxomnmbr emé Tpu
«BCIIOMOTATEJIbHBIX» OEJIKa, He TPUHUMAIOIINX HEITOCPEJICTBEHHOIO yUACTHSI B MEXKTE€HHBIX B3aMMO-
JeficTBUAX — 9T0 Gesiku cucreMbl Jerpajannn 6eakos ASC—UB (Ubiquitin, youksurun) n SINA
(Seven in absentia), a tak:xke GRO (Groucho) — kodakrop Hairy (cm. [10,11]). Cxema konrypa
IIOKa3aHa Ha puc. 1.

CortacHo 9KcIiepuMeHTaIbHBIM TaHHBIM 0e/10K ASC KpUTHYIECKN BayKeH JJIsl OIIPEJICJIEHUsT CTa-
Tyca POJMTENIbCKOI KieTkn MmexaHoperentopa [12,13]. Tosbko mnpu ycaoBUM HAKOILUIEHUS TOTO
OeJIKa 10 HEKOTOPOT'O IIOPOTOBOTO YPOBHS CO3/MAETCS BO3MOXKHOCTH 0O€3aJIbTEPHATHUBHOTO IIEPEXO-
Ja KJIeTKH K HelpajbHoMy myTu pazputus. Momemmposanne mosenenusa [IPK ¢ yaérom myTarmii
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Puc. 1. Cxema cBsizeit B LIPK rennbix cereii
cucTeMbl MOP(dOreHe3a MeXaHOPEIEIITOPOB JIPO30MDUIIBI.
CrpesikaMu ¢ 3a0CTPEHHBIMU KOHIIAMY [TOKA3aHbI MIPSIMblEe aKTUBUPYOIINE BO3IEHCTBUSI,
CTPEJIKAMU C TYIBIMU KOHI[AMU — IIPsIMbIE PEIIPEeCCOPHBIE BO3EHCTBYS HA I€JIEBbIE ME€HBI.
[TyukTupHas JuHusg 0003HAYAET HEIPsIMOEe perpeccoproe Bozaeiicreue Ha AS-C

B renax AS-C 6bL10 IpoBeIeHO HAMU paHee U MOKa3aJso, 9To caumzkenne cogepkannsa ASC mo 40 % ot
HOPMaJILHOTO YPOBHST HAJIATAET 3alpeT Ha JeTePMUHAINIO POIUTETHCKON KIETKU W TOCIETYTOTIee
dbopmuposanune mexanoperenropa [9]. ITockosbky KOHTYD (DYHKIMOHUDYET Kak €JuHasi CHCTeMa,
OYEBU/IHO, UTO MYTAIIUK BCEX BXOJANINX B HETO TEHOB MOTYT OKa3bIBATL OOJIBINIEE WM MEHDIee
Bimsiane Ha Hapaborky 6emkoB ASC. Pacemorpum oTHOCHTETBHBIE 9(hDEKTHI MyTAIHil 9TUX TEHOB
Ha YPOBEHb 1 XapakTep skcrnpeccun ASC.

2. MATEMATNYECKAA MOJIEJIb ITIPK

C 1e/ibio Ka9eCTBEHHOI'O OIMUCAHNS MYTAIIMOHHBIX U3MEHEHNH B (DYHKIIMOHUPOBAHUH PACCMAT-
PUBAEMOrO PEryJISTOPHOIO KOHTYpPa IJjis BCEX €ro KOMIIOHEHT B MOJEIU 3aJal0TCs HEOTPULATE b
HBIE, He IIPEBOCXOJIAIINE eJIMHHUIBI KO3(DDUInenTs! ky, ky, ke 1 T. J1., OTpazKaloniue BINSHIAE My TaIlHii
B FeHaxX PeryJsTOPHOIO KOHTypa Ha YPOBHHU KOAUPYEMBIX MMHU OEJIKOB. 3HadeHue Koaduimenta 1
COOTBETCTBYeT HOpMe (bYHKIIMOHMPOBAHMS I'eHa, TOrJa KakK 3HadeHwe kodddurmenta (0 o3HaIa-
€T MOJIHYIO €r0 MHAKTHUBAIUIO U OTCyTCTBUE COOTBETCTBYIOLIEro OesKa. lsMenenune KOHUIEHTpAIi
kommonenT ITPK momenupyercss quHaMUYeCcKORl CHCTEMONM Pa3MEPHOCTH CEeMb:

dz  o1(Dx) +04(2) + o6(w)
d 7 (1+Gy)(1+Ex)

— 1+ p(t—7)U Smg z,

dy _ Cy —m g, Ce o
dt VAt w)(detw) Y ar T ey w) e Q
dz du
5, — Rz D - Z <y 7 — hu D - u Wy
o k.sq(Dx) —m,z o kyss(Dx) — myu
d d Dz)h(t—1)(t—1)>
—w = kw86(D Jj) — My W, £ — 87( :C) ( T)( 7_) — myp,

dt 7 L+h(t—1)t—71)?2

COCTABJICHHOW COTJIACHO OOIIUM CXeMaM MOCTPOCHUS TMOJOOHBIX CHCTEM yPaBHEHUI KMHETUIECKOTO
tuna (cM. [9,14]). Bnecs Cy = const, C, = const; Takyke IIOCTOSHHBIMU IPEJIIONATAIOTCS U IIa-
pamerpsl di, do, d3. Vckomble byHKIIMM B 9TOI CHUCTEME IIPOIOPIUOHAILHBI COAEPXKAHUIO OETKOB
B LIPK: z(t) uponopnuonansua conepxannto ASC, y(t) — conepxanuto Hairy, F(t) — cojep:kanuio
Extramacrochaete, z(t) — comepxkanuto Senseless, u(t) — comepxkanuto Scratch, w(t) — cojepkanuio
Charlatan, p(t) — comepxanuto Phyllopod.
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[To cparenuto ¢ upeapiymummu Mogessivu LIPK, pacemorpennsivu B [7,9], 31ech yaurbiBa-
I0TCs1 eIé JiBe oTpunaresbHble cBssn (em. [11]):

CHN~~a HAIRY u CHN~~a EMC. (2)

Tak ke, Kak u B [14], OyjeM nosaraTh, 9T0 UX BO3/EHCTBUSI ONUCHIBAIOTCSI BO BTOPOM U B TpPe-
ThEM YPABHEHUSIX CHCTEMBI (1) COMHOXKUTEISIMI B 3HAMEHATEJISIX:

ds +w, COOTBETCTBEHHO d3 + w.

Buauenusi napamerpos D, G, S, U B cucreme (1) mpenosiaratorcsi oCTOSHHBIME, HOCKOJIBKY
KOHIIEHTPAINN onnchiBaeMbix nvn Oenkos Daughterless (DA), Groucho (GRO), Seven in absentia
(SINA) u Ubiquitin (Ub) npakTuyueckn He MeHSIOTCsL B Iporiecce (pOPMUPOBAHUS POAUTESLCKOIL
kieTku. [lonoxxurenbnbie KOaQMUIUEHTBI My, My, Me, Mz, My, My, My OIUCLIBAIOT CKOPOCTH
PA3JIOKEHUSI COOTBETCTBYIONINX OEJIKOB.

[TonoxkuTe/IbHOE CIaraeMoe BO BTOPOM ypaBHEHUM CHCTeMbl (1) omuchbIBaeT OTpUIATE/IbHBIE
ceszu SCRT ~~« HAIRY, u CHN ~~«4 HAIRY, npe/ictaBnentbie B BepxHell JeBoit yacTu puc. 1.
Curmouniable dyukimn og, £ = 1,4, 6, B mepBoM ypaHeHun cucreMsl (1) u curmoniable OYHKIMNA S;,
1 =4,5,6,7, B COOTBETCTBEHHO YETBEPTOM, IISITOM, IIECTOM M CEJIbMOM YPABHEHHUSX ITON CHUCTEMBI
OIIMCHIBAIOT ITOJIOXKUTEJILHBIE CBA3U, M300parKEHHbIE Ha PHUC. 1:

»
a;q7t

(q) = -2 ™
o = =
o Bi + q¥i

= W? Si(‘])

(em. [7]). Buecw vy, Bi, vi u ag, by, ng — nosoxkuTEIbHBIE HapaMeTpbl, ¢ > 0. YKa3aHHbIE BBIIIE
3HAYEeHUs] UHJEKCa £ 03HAYAIOT, 4TO (bYHKIWS z(f) ONMCHIBAETCS B Y€TBEPTOM YPABHEHUH CUCTEMBI,
a w(t) — B mecToM.

[Mocennee ypasHeHue uHAMuU4eckoil cucrembl (1) mocpegcrBoM dyHkimu XeBucaiiga
h(t — ) onuceiBaeT 3ana3piBanue quHamMuku cuate3a Phyllopod wa Bpems 7. Panee sTo ypasHenue
OBLIO WCIIO/IL30BAHO HAMU B B IIIECTUMEPHO Moe i GpyHKITHOHUPOBaHus paccmarpubaemoro [TPK,
KOTOpasl He yUUThIBaJIa OTpUIaTeabHble cBsa3u (2) (em. [9]).

[TocTpoenne Mo/ OCYTIECTBIISIIOCH [IJIsT BDEMEHHOT'O HHTEPBaJIa 32 Jaca, COOTBETCTBYIOIIETO
MaKCUMaJIbHOU TIponokuTebHocTy hyuknunonuposanus [IPK B ponurenbckoit KieTke MmexaHope-
LENTOPA.

3. PE3SVYJIBTATHI MOAEJINPOBAHU A

CrenuasjbHO JJIsi TTPOBEJIECHUST BBIYUCIUTEIbHBIX YKCIEPUMEHTOB C PACCMATPUBAEMON MOJIE-
apto [IPK Ha 6asze si3pika R u makera Shiny (onumcanme jpocrymnno B https://www.r-project.org/
u https://shiny.rstudio.com/) 6bL1 paszpaboran MporpaMMHBI KOMILIEKC, MO3BOJISIONINI penaTh
cucremy nuddepeHImaibabIX ypaHenuii (1) ¢ moMoIbo KJINEHT-CepBEPHOro Hpuiozkenus. Bcee
napaMerpbl ypaBHeHuii cucrembl (1), a Takzke HaYaJbHbIE YCJIOBHs JJIsl STUX YPaBHEHUI 3a/1aI0TCsI
B «KJIUEHTCKO» JacTu pazpaboTaHHOTo objadHoro Beb-cepBrca B COOTBETCTBUU C JTUTEPATYPHBIMHI
JIAHHBIMU OMOJIOTUYECKUX SKCIIEPUMEHTOB.

Pesysibrarhl YncIeHHBIX 9KCIIEPUMEHTOB ¢ cucremoii (1) mocrynubl B BeG-6paysepe

https://gene-nets-simulation.shinyapps.io/crc-asc-modeler/

U IIpeJIcTaBIeHbl B Bujie rpaduKoB penteHuil cucrembl (1), a Takke TabJIMI[ HCHOIb3YEMBIX Mapa-
METPOB U HAYAJILHBIX JAHHBIX.

AmnajlornvaHble TPOTPAMMHBIE CPEJICTBA OBLIN CHENUATHLHO CO3MAHBI JIJIsT HAIEH MpPeIbIIyIei
nybsmkanun |9, e KOHCTpyHpoBajiach M H3ydasach Oojiee IpOCTasi MOJEIb PACCMaTPHBAEMOIO
IIPK, ne yunteiBaBmasi cBs3u (2), u st 6ostee panneit paborsl [15], B KoTOpOii He mpemycmar-
puBasiach Bo3MmoxkHocTh MyTaruit B renax [IPK. ITomo6mbie obsiatmbie mporpaMMHbIE KOMILJIEKCHI
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u Beb-cepBuchl Oblu pa3paboTaHbl TAKXKe I YUCIEHHOI'O MOJEIUPOBAHUS Pslia JIPYTUX MeHHBIX
cereit u onucansl B |16, 17].

Ha puc. 2 npuseén rpaduk, oTpazKaomii JuHaMUKy u3MeHeHus cojepkanus ASC B ycjioBu-
sx oTcyTerBus MyTranuil Beex xogsinux B IIPK renos ¢ yuérom He pacemorpentoro panee B [9] pe-
ryasitoproro Bosgeiicreust CHN na renbr AS-C 4epes penpeccuto hairy u emc (puc. 1). Ilapamerpsr
JUIsT MOJIE/IMPOBAHUS TOJ0OpaHbl Ha OCHOBE SKCIIEPUMEHTAIBHBIX JAHHBIX 110 JUHAMHUKE U3MEHEHUsI
6esikoB ASC, coriacHO KOTOPBIM K MOMEHTY JleJieHusl KJIeTKu (32-if Jac) cojep:kaHue 9Toro Oeska
cHUZKaeTcs 10 Hyusd [18].

Vcnonb30Baauch CIeAyoNnme 3HaYeHNsl TapaMeTPOB:

D=16; G=1;, m,=03;, U=11, §5=5.5;
a1=29;, ni=1;, by=1,a44=58; ng=1; by =>5.6;
ag=06; ng=1, bg=0>5.T,

Cy=141; di=41; dy=47 my=0.5;

Ce=29; d3=175 me.=04; (3)
as=14; vy=19; B4 =12; m,=3;
as =14.8; vs=1.1; p5=14.8; my = 2.3;
ag=2; vs=1 Be=1; my=1

ar=3; =1 pBr=1 my,=1 L=1
[Ipu BBIOOpE 3HAYEHWII MMApPaMeTPOB MCIOJIb30BAJIMCH TAaKXKe W METOJABl UX UJIeHTU(UKAIUH,
onmcannble B [19]. Xapaxrep 1101y 4eHHON KPUBOI [IOJTHOCTHIO OTBEYAET MMEOIIUMCS JINTEPATY PHBIM

JaHHBIM. Taknm o6pa30M, paccMaTpuBaeMad 3/1€Cb MO/IEJ/Ib boJtee peaiMCTUIHa, 9€M IIOJIyYdCeHHad

B [9].

CD

2.5

2.0 |
L \
ol \

0.5 \ :

0.0
10 20 30 32

Puc. 2. lunamuka u3MeHeHust cojep:kanusi 6ejika ASC B HOpMe.
Ocb & — comepxkanne 6enka ASC B KieTke (B YCJIOBHBIX €IMHUIAX);
ock t — BpeMs B acax; C'D — HadaJo JeJeHnsl POAUTEILCKON KJIETKH

|

N
/-"'"

[esibio HacTOsMIEN PAOOTHI SIBISETCS OIEHKA, OTHOCUTEJIBHOTO BIUSTHUS MYTAIIUN T€HOB, BXOJIsI-
mx B [IPK, Ha conepxanme 6enka ASC. Bbiio mpoBeieHo ceMb YUCIEHHBIX 9KCIIEPUMEHTOB — IT0
YUCJTy TeHOB, B3amMogeiicTyomux ¢ AS-C, MmyTarumn KOToOpbix BaustiorT na yposenb ASC. B kax-
JIOM U3 KCIIEPUMEHTOB IapaMeTphbl COOTBETCTBOBAM (3), a 3HaYeHUs KOI(D UIUEeHToB MyTarun k
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JUIsl KasKJIOrO IeHa IIPUHUMAJIICH PABHBIMU HYJIIO, Y9TO ¢ GUOJIONMYECKON TOYKU 3PEHUs O3Hadaer
HOJIHYIO €r0 MHAKTHBAIMIO BCJIE/ICTBHE MYyTAIUH, BJIEKYIILYIO OTCYTCTBHE COOTBETCTBYIOIIETO HEJIKa.
HauasbHble JlaHHBIE B KaXKJ[OM M3 9KCIIEPUMEHTOB BBIOUPAJIICH CJIELYIOMIUM 06pa3oM:
upnu k; = 0 (myramusa B AS-C)

g =0; yo=1.6; Eg =1.1; 20 =0.2; ug =0; wg =0; pg = 0;
upu ky, = 0 (Myranus B hairy)

g =0.8; y9=0; Eg=1.1; 20 =0.2; up =0; wg =0; pp = 0;
upn ke = 0 (MyTarust B emc)

o = 0.8; Yo = 1.6; E() = 0; zZ0 = 0.2; Uy = O; wo = 0; Po

Il
L

upu k, = 0 (Myraius B sens)

g =0.8; y9g=1.6; Eg =1.1; 20 =0; up =0; wg =0; pg = 0;
upu ky, = 0 (Mmyranus B scrt)

2o =0.8; yo=1.6; Fg =1.1; 20 =0.2; ug=0; wg=20; pp =0;
upn ky, = 0 (Myramus B chn)

20 =0.8 yo=1.6; Ey =1.1; 20 =0.2; ug =0; wg=0; pg = 0;
upu kp = 0 (Mmyranus B phyl)

xg=0.8 yo=1.6; Ex =1.1; 20 =0.2; ug =0; wg=0; pg =0.

CooTtsercrByiornue rpaduKu OKa3aHbl HA PUC. 3.

Kaxk u caenosano oxugars, rpaduk i ASC npu myranuu 8 AS-C (k, = 0) He BbIXOIUT U3
HYJIEBBIX 3HAYEHUHN, UTO COOTBETCTBYET TOJTHOMY OTCYTCTBHUIO OeJKa.

IIpu myruposanuu phyl (k, = 0) yposers ASC oxxmgaeMo OCTaETCsl Ha JOCTUIHYTOM ILIATO,
IOCKOJIbKY B 9TOM ciiydae orcyrcrsyer Gesok PHYL, orercrBennsiii 3a ero gerpaganuio (cm. [18]).

CpaBrenune mpoduieit KpUBBIX Ha PUC. 3 MMOKA3BIBAET, 9TO CYIIECTBYET HEKas uepapxust -
dexTop MyTanmii B passmaabix redax [IPK Ha ypoBenb 6esikop ASC, 9T0 oTpaykaercst B pasMaxe
OTKJIOHEHUH OT KPUBOM, XapaKTepHU3YIOIIel JUHAMUKY STHUX OEJIKOB B HOPME, T. €. B OTCYTCTBHUE
myraruii. Hanbosee cunbHoe Bimsiane okasbiBator Myrtanuu B emc (ke = 0) u hairy (ky = 0), 3Ha-
YUTETHLHO OTKJIOHsONME ypoBeHbh ASC OTHOCHTETHLHO €r0 HOPMAaJIbHBIX TOKasaTeseil B GOIbITYTO
CTOPOHY. DTO OHMOJIOTHYECKH OINpaBIaHHbI pe3yaprar, mockoabky EMC u HAIRY pemnpeccupyior
AS-C (em. [20]), Tak 9TO CHSATHE ITOI PEIPECCUU JOJIZKHO MPOSIBIATHCS YBEJIMIEHUEM COJIEPIKAHSI
ASC.

Myrarust 8 chn (ky, = 0), HAIPOTUB, IPUBOAUT K 3aMeTHOMY cHUKeHuto ypoBHst ASC (KpuBast
JIEXKUT HUZKE YPOBHSI, COOTBETCTBYIOIIEro HOpMe). DbheEKT 00yCAOBIEH TEM, YTO My TAIUsT TPUBOJAT
K orcyrcruio beika CHN, KoTopbIit HAIIpSIMYI0 aKTUBUPYET reHbl AS-C u pernpeccupyer reHbl emc
u hairy. Ilpu sTom Hapaborka 6eskoB ASC He MOXKeT JOCTUIHYTh ypOBHsi HOpMbI 11, 21].

Menee BIpazkeHHOE CHUZKeHHe ypoBHst 6eJikoB ASC BbI3bIBAIOT MyTanuu B reHax sens (k, = 0)
u scrt (k, = 0), 970 Tak¥Ke COrIacyeTcst ¢ M3BECTHBIMU JAHHBIMU O (DYHKIIUSAX STUX TEHOB B CHCTEME
HPK u mposiBiienusix myranuii B 3Tux reHax: 6emok SENS m3BecTeH Kak KOAKTUBATOP aKTUBHO-
cru AS-C, cienoBaTeIbHO, MyTaIlsl IPUBEIET K HEKOTOPOMY cHukeHHIo Hapaborku ASC. Besok
SCRT pemnpeccupyer hairy, Tak 9TO B pe3y/bTaTe BO3MOXKHO HEKOTOpoe yeejunderue ypoBus ASC,
KOTOpO€, TeM He MeHee, He JIOCTUTaeT HOPMAaJIbHBIX 3HAUEHU n3-3a JEHCTBUS IIPSIMBIX PEIPECCOPOB
akTusHoCcTH reHoB AS-C (puc. 1) [22,23].
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Puc. 8. Ornocurenbubiii Brias MmyTtaruii resos [IPK B nunamuky yposus 6esikos ASC.
Kpusast N mnosydena juis ciaydast orcyTcTBus mytanuii B renax [TPK.
Ocb = — copeprkanue 6eska ASC B Kjerke (B YCJIOBHBIX €JIMHHIAX);
ochk t — Bpems (B wacax); C'D — HaA9IAIO IeJIeHUs] POUTEIbCKON KIETKH

SAKJIIOYEHUE

QopMupoBaHUE TOJHOIEHHOTO MMETUHOYHOIO PHUCYHKA, COCTOSIIEr0 U3 CTPOIO OIPEIE/IEHHO-
ro uucsa (JBajiaTi MeCTH) MeXaHOPEIENITOPOB, 3aHUMAIOIIUX CTPOTO OIPEJIeJIEHHbIE TO3UIUA HA
roJIOBe M Tejie Apo30(HUIbl, BO3MOXKHO JIMIIb P OTCyTCTBUM MyTamuii B reHax LIPK. Dxkcmnepu-
MEHTaJIbHO IOKA3aHO, UTO MYTaIldd IPOSIBJISIOTCS B OTKJOHEHHSIX OT KAHOHUYECKOH CTPYKTYPbI
MIETUHOYHOI'O PUCYHKA — M3MEHEHUIO YMCJIa /Ui MO3UIMOHUPOBaHUsl MexaHoperenTopos. Hau-
boJiee cepbE3HBIE MOCTCICTBUS UMEIOT HEKOTOphble MyTaluu riaBHoro xkommoHernTa [IPK — renos
AS-C, npuBogsinye K OTCYTCTBUIO HOIAB/ISIONIETO OOJNBIIMHCTBA WIH JIaXKe BCEX MEXaHOPEeEeIITO-
poB crangaprHoro Habopa (cm. [21], a Takzke [23-31]).
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HOJ’IyLIeHHbIe PE3YJIbTAaThl CBUACTE/ILCTBYIOT, YTO MYyTalll B I'eHaX KOMILJIEKCa B pa3H01‘/’1 cTere-

HU CKa3bIBAIOTCS Ha ypoBHe 6e1K0B ASC. AHaus mpe toskeHHoi Mojiesn okaseieaeT, 9To [IPK kax
CHCTEMa YYBCTBUTEJIEH K M3MEHEHUIO BHYTPEHHUX MEXKTE€HHBIX B3aUMOJEHCTBUII M €ro MOJIHOIIEH-
Hoe (DYHKITMOHUPOBAHKE, PE3YJILTATOM KOTOPOIO CTAHOBUTCS OIPEJIEJEHHAs JIMHAMUKA U3MEHEHUs
B ypoBHe 6enkoB ASC, BO3MOXKHO JIAIIE IIPU COTJIACOBAHHON paboTe BCeX COCTABJISIONIUX KOMIIO-
HEHTOB.
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