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MopddoreHes MakpoxeT Ipo30dWJibl, OCYIIECTBISIONNX (PYHKIINIO MEXaHOPELIEIITOPOB, COCTOUT U3 He-
CKOJIbKUX 3TANoB, KaXIbI N3 KOTOPBIX UMEET COOCTBEHHOE TeHETUYeCKOe obecrieueHre, OIMMMChIBaeMOe B
TepMUHAaX TeHHBIX ceTeil. MexaHopeLenTop pa3BUBaeTCs U3 OAHOU poauTeNbcKoi KileTkH (qaiee PKCO —
Ponurenbckast Knetka CeHcopHoro OpraHa), IeTepMUHAIIMA KOTOPO# B pa3BUTUN MaKpOXeT MpUHaIe-
KUt onpenessoiias poyb. st PKCO xapakTepHo caMoe BBICOKOE, MO OTHOIIEHUIO K OKPYXKaIOIIUM
KJIeTKaM, colepkaHue MPOHEUpabHBIX 0elKOB AS-C, MHUIIMMPYIOIIEee HEeUpaTbHBIA TMyTh Pa3BUTHUS
KJIETKU 1, TeM caMbIM, MOpdoreHe3 MexaHopelienTopa. KioueBoii 00beKT TeHHOM CeTH, MOIIepXKUBaI0-
et nerepmuHanuio PKCO, nipencrasieH koMIieKcoMm reHoB achaete-scute (AS-C). AKTUBHOCTb 3TOTO
KOMILJIEKCa KOHTPOJIMPYETCs LIEHTPaIbHBIM perysisiTopHbiM KoHTypoM (LIPK). B cocta LIPK, momumo
AS-C, BXonsT reHsl hairy, senseless (sens), charlatan (chn), scratch (scrt), daughterless (da), extramacrochaete
(emc), groucho (gro). Yepes KogupyeMble UMU OEJIKU pealn3yeTcsl CUCTeMa IIPSIMBIX M 00paTHBIX CB3el, 1
OCYIIECTBIISIFOTCS] OTHOILIEHUSI MHAYKLIMU-pernpeccun Mexay komnoHeHtamu LIPK. B pabore paccmoTtpe-
Ha MaTtemaruyeckas monenb pyHkumoHuponanus LIPK kak perymsitopa comepxxanus B PKCO mponeii-
panibHBIX 6e1KOB AS-C, onpenesiioliero ycrelrHoe MpoxXoXaeHue OCHOBHOTO 3Tara MopdoreHe3a Mexa-

Hopeuentopa D. melanogaster.

Karoueeswie crosa: npozoduna, achaete-scute KOMIUIEKC, TEHHBIC CETH, MaTeMaTU4YeCKasi MOJE/b, HEJIMHEM -
HBIe TMHAMIYECKHE CUCTEMBI, CTAllMOHAPHBIE TOUKM.

BBEAEHUE

Bonpime meTnHKY (MaKpOXeThl) BXOIST B COCTAaB
nepudepuyecKoii HEPBHOM CUCTEMbI APO30(PUIIbI U
BBITIOJIHSIOT (DYHKLIMU MexaHopelenTopoB (Campu-
zano, Modolell, 1992; Simpson, Marcellini, 2006).
MexaHopeuenTop COCTOUT U3 YEThIPEX KJIETOK: TPU-
xoreHa (IIETUHKOBOI KJIETKH), TOpMOreHa (THe310-
BOM KJIETKM), HEIpOHA 1 TeKOreHa (KJIeTK1 000JI09-
Ku HepBa). PogoHavanbHULIEH BCEX 9TUX KOMITOHEH-
TOB SIBJISIETCS] €IMHCTBEHHAs POAUTENIbLCKAsl KJIeTKa
(PKCO — Pogurennckas Kinerka Cencopnoro Opra-
Ha). MopdoreHe3d MakpoXeT — 3TO TPeXCTaIUuMHBIN
Mpoliecc, KJIIOYEBbIM COOBITUEM KOTOPOTO, OIpe/e-
JISIIOLIMM CaMyl0 BO3MOXKHOCTbh (hOPMUPOBAHUST Me-
XaHOpEIeIITopa, SIBISIETCSI 000COOJIEHNE POINTEIb-
CKOMl KJIETKM M3 MacChl 3KTOIEPMaJIbHBIX KJIETOK
KPBLIOBOTO MMarnHajibHOTo aucka. OT MpaBUIBHOTO
MO3ULIMOHUPOBAHUS POAUTEIBCKUX KJIETOK 3aBUCUT
CTPYKTypa pacrloyIoXKeHUsT 26 MaKpOXeT Ha ITOBepX-
HOCTH TOJIOBBI U Tejla MyXM — T.H. IIETUHOYHBIN pU-
cyHok (DdypmaH, Byxapuna, 2008; Furman, Bukhari-
na, 2008).
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PKCO otrimyaeTcss OT OKpYXalIlUX €€ KJIEeTOK
MaKCHMaJIbHBIM coaepzkaHueMm 0enkoB AS-C, koau-
PYEeMBIX OMHOMMEHHBIM TeHHBIM KOMILJIEKCOM (acha-
ete-scute complex — AS-C) (Reeves, Posakony, 2005).
VIMEHHO 3TO OOCTOSITEILCTBO SIBJISIETCSI KPUTUUEC-
cKUM HaKTOPOM, MPEIOIPEAEISTIONIUM HelipaabHYIO
Cyab0y KJIETOK M crieM(pULIMPYIOIINM HelipaabHYIO
nerepmuHanmio PKCO.

TTponecc HapabOTKM M yTHIM3AIUN OCTKOB KOM-
TUieKca HaXOAUTCS IO CTPOTUM KOHTpOJIeM Habopa
TeHOB (M KOOUPYEMBIX UMY OCJIKOB), (PyHKIIMOHAJIb-
HO 00beAMHEHHBIX B TeHHYI0 ceTh (Furman, Bukhari-
na, 2009). Anpo reHHOI ceTU TpeNCTaBIEHO IIEH-
TpaJbHBIM peryisaTopHbIM KoHTYpoM (LIPK), orBeT-
CTBEHHBIM 3a HEOOXOOUMBIA YPOBEHb 3KCIPECCUU
AS-C — ry1aBHOTO 3JIeMeHTa BCeil TeHeTUYEeCKOM Cu-
CcTeMbl, obOecrneymBalolieii MopdoreHe3 MaKpOXeT.
Nmenno comepxkanue 6enkoB AS-C gBiseTcs MHHU-
LUUPYIOIIUM (haKTOPOM 3TOro IIpoliecca.

dopMann3oBaHHOE MpeACTaBlIeHUE AUHAMUKU
HakoruteHus1 B PKCO tpebGyemoro comepxaHus Oe-
KOB AS-C BO3MOXHO B paMKax MaTeMaTU4eCKON MO-
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Puc. 1. Cxema LIEHTPaJIbHOTO PETYJISITOPHOTO KOHTYpa FeHHBIX CeTeil, MOMIepKUBAIOIIUX Pa3BUTHE MAaKPOXET APO30(MIIIbI
(Furman, Bukharina, 2009). AS-C — achaete-scute komriekc, da — daughterless, gro — groucho, sens — senseless, emc — extra-
macrochaete, chn — charlatan, scrt — scratch. Ctpeakamu moka3aHbl aKTUBATOPHBIE BO3IEHCTBUS, CTPEJIKU ¢ 0OPyOJIeHHBIMU

KOHIIaMU 0003HA4YaioT PEIIPECCOPHBIC BO3JEHCTBUS.

Jenuy, onuchiBaioeit pynknuonupoBanue LIPK kak
NUHAMUYECKON CUCTEMBI C HAIIMYMEM ITOJIO0XKHUTEb-
HBIX U OTPULIATEJIbHBIX OOPATHBIX CBSA3EU MEXKIY €ro
KOMITOHEHTAMH.

MATEPHUAIT U METOANKA

IeHHas1 ceTh, MomaepKUBaIOIIasi AeTePMUHALIUIO
PKCO, pekoHcTpyMpoBaHa Ha OCHOBE CO3MaHHOM
HaMU 0a3bl JTaHHBIX, BKIIIOUYAOIIEH pe3yJIbTaThl 9KC-
MEPUMEHTAJIBHBIX ~ MCCIIeIoBaHUT ~ MopdoreHe3a
MAaKpOXET, B3IThIX M3 JOCTYIHBIX TUTEPATYPHBIX MC-
TOYHUKOB.

Obsexm modeauposanus:. Jlormyeckuii aHanu3
TEHHOM CETU BBISIBUJI LIEHTPAJIBbHBIN peryJIsTOPHBIIA
koHtyp (LIPK), ompenensromuii (pyHKIIMOHUPOBA-
HUE KOMILJIEKca TeHOB achaete-scute (AS-C) u Mop-
¢oreHe3 makpoxeT B mHeiaoMm (Dypman, byxapuHa,
2007; byxapuna, ®ypman, 2009; Furman, Bukhari-
na, 2009). ITomumo AS-C — KIII0YEBOro 3J€MEHTa
IHPK, B ero coctaB BXOJST I'eHbl, OKa3bIBalOLIUE Ye-
pe3 OJHOMMEHHBIE OEJIKM HEeNOoCpeICTBEHHOE BO3-
neiictBue Ha skcrnpeccuro AS-C: hairy, senseless
(sens), charlatan (chn), scratch (scrt) (puc. 1). Ha-
3BaHHBIE KOMIIOHEHThI CBSI3aHbI ¢ AS-C B3aMMHBIMU
OTHOIIEHUSIMU UHIAYKIUU-PENTPECCUN YEPE3 CUCTE-
My TIpSIMBIX W OOpaTHBIX CBS3€i. Y4UacTue eerHos
daughterless (da), extramacrochaete (emc), groucho
(gro) B peryJsiliui akTuBHOCTU AS-C onocpenyercst
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gyepe3 (opmupoBaHne KoMILIeKCOB AS-C/DA,
AS-C/EMC u HAIRY/GRO.

KauecTtBeHHOe omucaHue (QYHKIMOHUPOBAHUS
LI PK cBommTcs K cienyronieMy: KOHTPOJIb coaepka-
HUs1 npoHeupanbHbix 0eakoB AS-C B PKCO ocy-
ILECTBIISIETCSI IYTEM aBTO- W TPAHCPETYISIIUM DKC-
npeccuu reHoB Komirekca AS-C. M3BecTHO, 9TO 3h-
¢dexTUBHAs MO3UTHUBHAS aBTOPETYJISILMS (AKTUBALIUS
TPAHCKPUIILIMK) OCYILECTBIISIETCSI TeTEPOAUMEPAMU
AS-C/DA, Torna Kak HeraTUBHas (penpeccus TpaH-
ckpurunun) — rerepoaumepamu AS-C/EMC. Tpan-
CPETy/IsILMs 3KCIIpeccum (aKTUBALUSI WIM pEIpec-
CHsI TPAaHCKPUITLUM) TTPOUCXOIUT, COOTBETCTBEHHO,
yepe3 B3aUMOASHCTBUE C PETyJAsSITOPHON 30HOM Oel-
KOB-aKTUBaTOPOB WJIM perpeccopoB. B kauecTBe ak-
TUBaTOpoB BBICTYHaioT Senseless u Charlatan, pe-
npeccopbl MpPeACTaBICHbI KOMIUIEKCOM COCTaBa
Hairy/GRO. “AkTuBaTopHble” TE€HBI Sens W chn,
CBOIO OUepellb, PEeryJInupyIOTCs TeTepoauMepaMu AS-
C/DA, nHuumupyomumuMu ux TpaHckpumniuwo (Ca-
brera, Alonso, 1991; Van Doren et al., 1992; Cabrera
et al., 1994; Vaessin et al., 1994; Van Doren et al.,
1994; Nolo et al., 2000; Smith, Cronmiller, 2001; Es-
cudero et al., 2005).

CyllecTByeT TakKKe MEXaHM3M, ITO3BOJISIIONINI
BBIKJIFOUUTh TPAHCPETYJISITOPHOE PEMPECCOPHOE BO3-
nevicteue Hairy/GRO Ha AS-C. MexaHusm onocpe-
JIyeTcsT aKTUBaIUeil SKCITPECCUM IeHa scratch reTepo-
auMepamu AS-C/DA ¢ mocnenyioneil perpeccueii
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Puc. 2. CraumoHapHsbie Touku B cucteMe (1). S-obpasHas
KpuBas rpejacrasiisieT rpaduk byHKumu f= R(x), npsimas
JIMHUS TIpeacTaBisieT rpaduk ¢byHKumu f = x. OTpe3ku
S-00pa3Hoii KpUBOIM MEXIY BEPTUKAJIBHBIMYU JIMHUSIMU
COOTBETCTBYIOT TPEM CTYMEHSIM TpUpaLIEHUs] KOHLIEH-
Tpauuu 6eakoB AS-C.

TPaHCKPUMNIIMOHHOM aKTUBHOCTH hairy (Roark et al.,
1995) (puc. 1).

Modens: Perynsinuss aKTUBHOCTHM KOMILIEKcCa
achaete-scute MOXeT OBITh OITMICAHA CJICAYIOLIEH He-
JVMHENHOU IMHAMWYECKOI CUCTEMOIA:

dx

E =
_ oD -x)+03(w)+os(w)
B (1+Gy)(1 + Ex)

Fl(x’yaza W)_x =

b

dy C
_ = F — = —— ’ 1
o H(u) -y o7 (1)
dz du
= = S5,(D-x)- — = S,(D-x)—-u.
dt 5(D-x) -2z, a1 W(D-x)—u
dw

r S;(D-x)—w.

IlepemeHHbIC X, Y, Z, U, W 0003HAYAIOT COOTBET-
CTBeHHO KOHIeHTpauun 6enkoB AS-C, Hairy, Sense-
less, Scratch, Charlatan, KognpyeMbIX TeHaMH, BXO-
MU B coctaB LHPK. Dtn kommoneHTs 1HPK
o0ecrneynBaloT MpsIMble TO3UTUBHBIE M HETaTUBHbBIC
BO3ICUCTBUS HA PEeTYISITOPHYIO 30HY AS-C.

ITapametp C yyuThIBaeT OTpULIATEJIbLHYIO 0Opart-
HyI0 CBsi3b Scratch —| Hairy.

[MTapamerpsr D, G u E 0603HavyaioT KOHILIEHTpa-
oun 6enkoB-KodakTopoB Daughterless, Groucho n
Extramacrochaete, KoTopble y4acCTBYIOT B PETYJISILIUA
akTuBHOCTU AS-C, hopMUpYys reTepoarMephI ¢ 0el-
Kamn-komrioHeHTaMu LIPK, ymoMsaHyTEIMI BBIIIIE.

BosneiictBre Ha akTUBHOCTH AS-C yepe3 moJjio-
KUTETbHBbIE OOpaTHBIE CBSI3W OMMCBIBAETCS CUTMO-
UIHBIMU QYHKIMAMHA G, j = 1, 3, SUS(D - x), i = 3,
4, 5. Ilpu aTOM CUTMOUIHbIE (DYHKLIUU G; COOTBET-

CTBYIOT aKTUBAaTOPHBLIM Bo3aeiicTBusM Ha AS-C Oei-
KoB rerepoaumepa AS-C/DA (o,), Sens (o3) u Chn
(05), a curmounHbie GyHKIUU Si(D - X) COOTBETCTBY-
IOT aKTUBAaTOPHBIM BozneiicTBusIM AS-C/DA Ha re-
HbI sensless (S3), scrt (S, u chn (Ss) (puc. 1). 3aech
5/(0) >0, 5(0) > 0; mpoussenenust (D - x), (G-y) u
(E -x) coorBerctBytior guMmepam  AS-C/DA,
HAIRY/GRO u AS-C/EMC.

PE3VIIBTATHI

ITockosbKy B MpaBbIX YaCTSIX BCEX ypaBHEHUM CU-
crembl (1) Bce byukuuu F), F,, S;{(D-x),i=3,4,5
HEeMNpepbiBHBI U OrpaHUYCHBbI, BCE PEIICHUS CHUC-
TeMblI (1) TakKe DOKHBI ObITH OTpaHUYEHBI M IIOMa-
JIaTh B OTPAHUYEHHYIO 00J1aCTh MOJOXKUTEIbHOIO OK-
TaHTax >0,y>0,z>0,w>0. OTMETUM, YTO 3TO CBOM-
CTBO XapaKTE€pHO He TOJIbKO IS pacCMaTpUBaeMoOTO
IHPK xak ¢dparmeHTa TeHHOW ceTm MopdoreHes3a
MaKpOXeT, HO U JJIs HEKOTOPBIX IPYTMX T€HHBIX Ce-
Tel, (byHKIMOHUPOBAHUE KOTOPBIX PETYIUPYETCS
JIM0O OTpULIATEIbHBIMMU O00paTHBIMU cBA3siMU (Tomy-
OSITHUKOB U Ap., 2010), 1160 mpocTedimmMu KoMoun-
HalMSIMU TTOJIOKUTEIbHBIX M OTpULIATEIbHBIX 00paT-
HbBIX cBa3eit (IaimoB u ap., 2010).

Cmauuonaprsie mouku OuHamu4eckoi cucmemnt (1):
CranMoHapHble TOUKM AMHAMUYecKou cucteMsl (1),
TO €CTh TOYKM ee paBHOBecHUsl (YCTOMYMBOIO U He-
YCTOMYMBOTO) HAXOOSATCS M3 CUCTEMBI ypaBHEHUI

X = Fl(xay, <, W), y = Fz(u), Z = S}(DX),
u=38,D-x); w=S8D-x),

@)

KOTOpasi CBOIMUTCS K OJJHOMY YPaBHEHUIO
x = Fi(x, F;(84(D - x)), $(D-x), S5(D-x)). (3)

PenteHnst a3Toro ypaBHeHUsI COOTBETCTBYIOT TOU-
KaM nepecedyeHust rpacuKoB ABYX GYHKUUMI: f= X U
J=R(x) = Fi(x,F)(S4(D - x)), S3(D - x), Ss(D - x)) — ne-
BOM M mpaBoil yacteit ypaBHeHUs (3). ITocKoybKy
YUCUTEb TPaBOii YaCTU TIEPBOTO U3 YpaBHEHUM CU-
creMbl (1) cOCTOUT M3 CYMMBI TpeX CUTMOMIHBIX
¢dyukumii, rpadpuk GyHkuun f = R(X) B TUIUIHBIX
CUTyalUsIX UMEIOT CJIeAYIOINii, He OoJiee YeM TpeX-
CTyneHyYatblii, BuA (puc. 2). Haiins us ypaBHenust (3)
KOOPIWHATY X,, CTAIIMOHAPHOU TOYKH, MBI OTTpeIeIsI-
€M OCTaJIbHble KOOPAUHATHI 3TOM TOUKU U3 CUCTEMBbI
ypaBHeHMUI (2):

Yo = Fy(S4(D - xp));
uy = Sy(D - xy);

2y = S5(D - xp);
wo = S5(D - x).

ITpu namenenun mapamerpos DA, GRO u EMC
¢dopma rpaduka GyHKIUM f = R(x), KOHEYHO XK€, U3-
MEHSIETCS, U KOJIMUYECTBO TOUYEK €ro IrepeceuyeHuit ¢
MpSIMOI f = X TIPU 3TOM TaKKe MOXKET U3MEHSIThCSI.
MpbI paccMaTpuBaeM 31€Ch TOJAbKO ClTy4yau TpaHCBEP-
CaJIbHBIX (HeKacaTeJIbHbIX) NepeceyeHnil 3TUuX rpa-
¢uKoB.
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INepeHyMepoBaB TOYKM TepeceUeHUs] STUX TIpa-
(GUKOB, MOXXHO BMUAETb, UTO B TOYKE C HOMEpOM 2
npoun3BoaHasa GyHKIMH f= R(x) O0JIbIlIe eAUHUIIE, a
B Toukax | u 3 aTa npou3BOAHAsA MEHbIIIE €AUHUIIBI.

Marpuna nuHeapusauuu cucteMsl (1) B Kaxkmoi
M3 MOJIY4EHHBIX TAKMM 00pa3oM CTallMOHAPHBIX TO-
YyeK UMeET BUJI

Py —1-P, Py 0 P

0 -1 0-P, O

M=\ p.p, 0-1 0 0
D-Py, 0 0 -1 0
D-P, 0 0 0 -1

3aech MOJOXUTENbHBIE BeIWYUHbL Pj3, Ps, Ps,
P,,, Ps; onUCHIBAIOT MPOU3BOAHBIE MOHOTOHHO BO3-
pacTarolnX CATMOUIHBIX PYHKUUH G3, Gs, 53, 4, S
COOTBETCTBEHHO; OTpHUIIAaTeIbHbIE BEIUUYUHBI — P,
—P,, COOTBETCTBYIOT OTPULIATEIbHBIM OOPaTHBIM CBSI-
3am mexiy siementamu [IPK {HAIRY/GRO—|AS-C}
u {SCRT—|HAIRY}, 3HaK BeJIMYMHBI P|; 3aBUCHT OT
TOTO, Ha KaKoi Jactu rpadpuka dyukuuu f = R(x),
BO3pacTalleili MM YOBIBAIOIIEH, pacroyioKeHa
TOYKa ero MepeceyeHusi ¢ NpsiMoii f = Xx.

BolunciieHUe XxapakTepUCTUYECKOIO MHOTOYIeHa
3TOM MaTpUIIbl M TTIOKa3bIBaET, UTO IBA €T0 COOCTBEH-
HBIX 3HAYEHUS A, A, KpPaTHBI U OTPULIATEIbHbBI: A =
= A, = —1. OcraBiuuecs Tpy COOCTBEHHBIX 3HAYCHUSI
A3, Ay, As MaTpuilbl M HaxXomsTCSI U3 ypaBHEHWUS
YW =0 +21)> =Py (1+A)?>=D- (P - Py + Py -
-Ps)-(1+)'—=D- P, - P, P,y=0, yKOTOPOTO B
KODPHS Az, A, TUOO BEIIECTBEHHBI U OTPULIATEIHHEI,
JTMO0 UMEIOT OTPUIIATEIbHBIC BEIIECTBEHHBIE YaCTH.
3HaK ocTaBierocs: (00s13aTesIbHO BeIeCTBEHHOIO)
COOCTBEHHOTO YHCJIA As OTpENessieT TTOBEICHUE pe-
IMIEHNN TUHAMHWYECKOI cucTeMbl (1) B OKpPECTHOCTU
CTallMOHAPHOM TOYKM, YTO OMMCHIBAETCS BEIUYUHOMN
MIPOU3BOIHON dR(x) : eci dr _ Py+D-(P5- P+

dx dx
+Ps5, - Ps)+D- Py - P, Pyy>1 (TOuKa 2 Ha puc. 2),
TO As> (0, B TAKOM CJTydae COOTBETCTBYIOIIIAS CTAIINO-
HapHasl TOYKa HeyCTOMINBA;

€CJIN Ke Z—R < 1(B Toukax 1 u 3 Ha puc. 2), To As <0,
X

T.€. Y TaKOM CTAallMOHAPHOW TOYKHW BEILLIECTBEHHBIEC
YacTH BCEX COOCTBEHHBIX YMCEJI OTPUILIATEeIbHEI, 3Ha-
YUT, 3Ta TOUKA YCTOMUMBA.
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B npoBeaeHHBIX YUCAEHHBIX SKCIIEPUMEHTaX UC-
IOJIb30BAJINCh CJICAYIOLIE CTaHIApPTHBIE CUTMOW/I-
HBbIe (DYHKIINU:

V2
G/(V) = dj—Z’ J =
1+v
' exp(k(D-x—A;))
‘T+exp(k(D-x—-A4,))

3nech d,, ds, ds — BeJIMUUHBI, XapaKTepU3yolue
MaKCHUMaJIbHO BO3MOXHbIE MPUPALLIECHUS 3HAYCHUI
CTyNeHYaTblX GPyHKUUHA G, G,, G3 , T.€. BBICOTBI 3TUX
GbyHKLMIA;
B;, B,, B; — BBICOTHI CTYIeHYaThIX (QYyHKUIMH S5,

1,3,5;

S(D-x) = B i=3,4,5.

S49 SSH

ks, k4, ks — mapamMeTphbl, XapaKTepu3ylolue MakK-
CUMaJIbHYIO CKOPOCTh POCTa CTYIeHYAThIX (PyHKIIMI
S39 S45 SS'

A, Ay, As — mapamMeTpbl, MOKa3bIBAIOIIUE BEJIU-
YUHBI CABUTOB CTYMEHYAThIX GYHKUMN S;(D - X),
S4(D - x), S5(D - x) mo ocu 0x.

ITon6op 3HaueHMii TTapaMeTPOB OCYIIECTBIISICS,
HUCXOJISl U3 9KCIEPUMEHTANIbHBIX JaHHBIX O (hYHKIIU-
onupoBaHuu IPK. Ha puc. 2 npeacrasiieH rpacduk
(byHkiuu f = R(x), KAYECTBEHHO OTPaXKaIOIIWi O~
BedeHWe cucTeMbl (1) mpu ciaeayiomux 3HAYEHUSIX
napaMeTpoB (S-o0pa3Hast KpuBas):

d=5.0; d;=6.0; ds=7.0; A,=1.0;

A, =2.0; As=1.0; k3=3.0; ky=4.5; ks=4.0
C=12.0; D=1.5; E=0.5; G=3.0;
B;=6.0; B,=5.2; B;=9.0.

IMTapametp C (BTOopoe ypaBHeHUE cucTeMbl (1)) rmoka-
3bIBaeT aMILJINTYAY OTPULIATSIILHON OOpaTHOM CBSI3U

Scratch —| Hairy.

IMpssmMast tuHUST Ha puc. 2 sBiasieTcsl rpadrKom
(byHKIIMM f = X 1 OTpaKaeT TEOPETUUYECKU OXUIae-
MO€ HapacTaHHe CKOpOCTHM cuHTe3a 0enkoB AS-C,
€CJIM UCXOAWTh U3 MPEATOI0XKEHUS O ee TIPSIMOIi 3a-
BHCHUMOCTHU OT KOHLIEHTPAlIMU 3TUX OEJIKOB.

B cooTBeTCcTBUM C TOMYIIEHUSIMU MOIEIN, TOYKHI
nepecedeHusT rpapKOB COOTBETCTBYIOT CTAIIMOHAP-
HBIM TOYKaM-KOOPAMHATAM X MOJIOXEHUI paBHOBE-
cusl auHaMUYeckKoi cucteMbl (1). MoXHO BHUIETH,
YTO TOBEACHNE CUCTEMBI TIPHU 3TUX YCIOBUIX XapaK-
TEPUIYETCA HAJTTMUYUEM TPEX CTAHIMOHAPHbIX TOYCK.

Takum obOpa3oM, aHaJIM3 TOCTPOCHHOW MOAEIU
MO3BOJISIET clIeJIaTh HECKOJIbKO BBIBOJOB: MPU JIOOBIX
Habopax ImapaMeTpOB CUCTEMa HE BBIXOIUT B PEXKIM
OECKOHEYHOTO YBEJIMYCHUSI CoAep>KaHUSI OEIKOB
AS-C B KJeTKe; HapacTaHMe colepKaHusl OeJIKOB
AS-C npoucxogur cTyneH4aTo; (pyHKIIMOHNPOBaHIE
IIPK He MOXeT HOCUTh IMKJIMYECKOI0 XapaKTepa.

OBCYXIEHUE

[MonbeITKM mpencTaBUTh (OPMATM30BAHHOE OITH-
caHue (PYHKIMOHUPOBAHUS MOJIEKYISIPHO-TCHETH-



58 BYXAPWHA u np.

YeCKOM CHCTEMBI, JeTEPMHUHUPYIOLIE MOpQdOoreHes
MaKpOXET, paHee OrpaHUYUBAIMCH JUOO OOIIEH JTO-
TMYECKOM CXEMOW B3aUMOAECHCTBUS TPYIIT T€HOB Ha
MPOTSKEHUM BCEro mnpoiiecca, 06e3 ee AeTanu3aluu
(Ghysen, Thomas, 2003), 1160 MoaeaMpoBaHUEM
MEXKJIETOYHBIX B3aMMONEHCTBUI, TPOMUCXOISIIINX
npu BeigesieHnn PKCO n3 Macchl 3KToaepMaIbHBIX
KJIETOK HMaruHajbHoro nucka (Marnellos, Mjol-
sness, 1998; Meir et al., 2002). B 3amauy Hairero mc-
clJieloOBaHMS BXOJIUJIO paCCMOTPEHNE BHYTPUKIIETOU-
HBIX PETYJISITOPHBIX COOBITUI, HATIPABJIEHHbBIX Ha 10-
CTUXKEHUE KPUTUYECKON KOHUEHTpaluu OeIKOB
AS-C u B ¢puHaie IMpuUBOASIINX K JeTepMUHALIUN
kietku Kak PKCO.

JlvHaMMKa yKa3aHHBIX BHYTPUKJIETOYHBIX COOBI-
TUI KOHTPOJIMPYETCS LIEHTPAIbHBIM PETYISITOPHBIM
KOHTYPOM MOJEKYISIPHO-TEHETUISCKOM CHCTEMBI
obecnieyeHuss MopdoreHe3a MakpoxeT. DyHKIIMOHU -
poBanne AS-C kak neHTpajbHoro ajemeHtra LIPK
ONMKCHIBAETCS CUCTEMOI U3 IIATHU nUPdepeHInaAb-
HBIX YpaBHEHUI, COOTBETCTBYIOIIMX YMCITy PETys-
TOPHBIX BO3AEHUCTBUI HA 3TOT KOMILIEKC-TPEX aKTU-
BUPYIOIIIMX U ABYX pernpeccupyoiux (puc. 1).

XapakTep M3MEHEHHUSI KOHIEHTpalunh OeJKOB
AS-C B HelipaJbHO peaeTepPMUHUPOBAHHOM KJIeTKe
Ha rpadpuke puc. 2, WIIIOCTPUPYIOIIEM pe3yabTarT,
MOJIyYeHHBbII HAa OCHOBE peIICHUSI 3TOH CHUCTEMBbI
ypaBHEHMIi, Ka4yeCTBEHHO COOTBETCTBYEeT KapTHHE,
HaOmonaeMoii B akcnepuMmeHTe (Reeves, Posakony,
2005). U3BecTHO, uTO comepxkaHue OGenkoB AS-C B
TaKol KJIeTKe, MOCTeNIeHHO HapacTasl, JOCTUTaeT He-
KOTOPOTO KPUTHUYECKOTO YPOBHS, IOCJE 4Yero ee
cynb0a orpenessieTcsi OMHO3HAYHO — OHA CTAHOBUT-
ca PKCO. Ha rpacduke 3T0 COOTBETCTBYET BBIXOIY
KPMBOU Ha IJIaTO Ha YpPOBHE MaKCUMaJIbHOIO M10-
CTUTHYTOTO 3HauyeHus. PakTopoM, OTrpaHUYUBaIO-
1M coaepxkaHue 6es1koB AS-C B IIpeie TepMUHUIPO-
BaHHOW KJIETKE JOCTUTHYTBHIM YPOBHEM, SIBJISIETCS
HeraTuBHas aBTO- U TPAHCPETYJsILUS aKTUBHOCTHU
koMIuiekca  rerepoaumepamu  AS-C/EMC  u
HAIRY/GRO, cooTBeTCTBEHHO.

TpexcTyneH4YaTOCTh KPUBOM Ha pUC. 2 ompeaes-
eTCcsl HaJIUYMEeM TpeX MOCIeI0BaTeIbHO BKIIOYAIO-
LIAXCH TIPSIMBIX aKTUBUPYIOIINX BO3AEICTBUI Ha re-
HBI KOMIUIeKca achaete-scute depe3d AS-C/DA,
SENS, CHN. Bricora cTyneHeit, 3aBUcsIIasi OT Ma-
pameTpoB d;, U B;, OTpaxaeT CKOPOCTb U3MEHEHMUs
KOoHIIeHTpaLuu 6eakoB AS-C npu nepexoie npoiec-
ca Ha CJIeAYIOIIYIO CTYIIEHbD.

CranuoHapHbIE TOYKU COOTBETCTBYIOT COCTOSI-
HUIO CUCTEMBI, B KOTOPOM OHa Ha HEKOTOPOE BPEMSI
“zaBUcaeT” nepen TeM, KakK IOSIBUTCSI HOBBI CTUMYJT
B BHUJE aKTUBUPYIOIIETO BO3IEHCTBUSI OOHOIO W3
($akTOpOB K JalibHeIlIeMy U3MEHEHNIO KOHIIEHTpa-
unu AS-C u nepexoay Ha CJIeAYIOIIyIO CTyIneHb. Ta-
KMMU CTUMYJaMU MOTYT ObITh, B YaCTHOCTU, Hapa-
0otk HOBbIX Topuuit 6enkoB AS-C/DA, SENS,
CHN, mHumuupyomux skcrnpeccuto AS-C. Yucno

CTAallMOHAPHBIX TOYEK OIPENECIISETCS YMCIOM CTYyIIe-
HEll M MX BBICOTOM, HO B JIOOOM cliydyae HE MOXKET
MPEBBILIATD IISITHU.

IIpennoxeHHass MaTeMaTruyecKast MOJEJb MCKITIO-
YaeT BO3MOXKHOCTh BO3HUKHOBEHUS LHUKINYECKUX
MPOLIECCOB, YTO HE MTPOTUBOPEUMUT BCEM M3BECTHBIM
JIMTEPATYPHBIM JAHHBIM O PEryJIsSIlMU DKCIIPECCUN
TeHHOTO KOMIUIEKca achaete-scute U 0 XapaKTepe U3-
MEHEHUS CoIepXaHusl OSJIKOB 3TOro KOMILIEeKca B
POIUTEBCKOM KJIeTKe CEHCOPHOTO OpraHa.

Ha rpacduke puc. 2 KpuBbie BBIXOIIT Ha 1j1aTo. U3
9KCMEPUMEHTANIbHBIX JAaHHBIX, OJIHAKO, W3BECTHO,
YTO cojepXkaHue OeJKOB, JTOCTUTHYB MaKCHUMyMa,
yepes3 KaKoe-TO BpeMsl HAUMHAET CHUXATbCS U K MO-
MeHTy Havaja nejieHuss PKCO mamaeT npakTuyecku
no Hyasa (Chang et al., 2008). [To-Bunumomy, 3TOT
mnpoliecc OO0yC/OBIEH HaJIMYMEM IOTMOJHUTEIbHOTO
MeXaHWU3Ma PEerysaiuu coaepxkaHusi 6enkoB AS-C,
CBSI3aHHOTO C UX Jerpaaaliueil, KOTOpbliA HEe YYTeH B
paccMaTprMBaeMol TMHAMWYECKON MOJIeIN U peau-
3yeTCsl Yepe3 BO3IeHCTBUS, JieXkallle 3a IpeaeaaMu
paccmatpuBaemoro [[PK.
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Model Investigation of Central Regulatory Contour of Gene Net of D. melanogaster
Macrochaete Morphogenesis
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Abstract—Morphogenesis of drosophila macrochaete functioning as mechanoreceptors includes several
steps, each of which has their own genetic support described in terms of gene nets. Mechanoreceptor develops
from one parental cell (Parental Cell of Sensor Organ—PCSO), the determination of which has a critical role
in macrochaete development. The highest content of AS-C proneural proteins with respect to surrounding
cells that initiate a neural way of cellular development and by means of it mechanoreceptor morphogenesis is
typical for PCSO. The key object of gene net providing PCSO determination consists of gene complex acha-
ete-scute (AS-C). This complex activity is controlled by central regulatory contour (CRC). Besides AS-C,
CRC includes the following genes: hairy, senseless (sens), charlatan (chn), scratch (scrt), daughterless (da), ex-
tramacrochaete (emc), and groucho (gro). The system of direct relation and feedback and induction and re-
pression relations between CRC components are realized via the coding by these genes proteins.

A mathematical model of CRC functioning as a regulator of proneural AS-C protein content in PCSO deter-
mining successful passing of the main phase of morphogenesis of D. melanogaster mechanoreceptor is dis-

cussed.

Keywords: drosophila, achaete-scute complex, gene nets, mathematical model, nonlinear dynamic systems,

stationary points
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