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MakpoxeThl Ap030(MUIIBI BEITTOJIHSIIOT POJIb MEXaHOPEIETITOPOB — CEHCOPHBIX OPTaHOB Mepudeprye-
CKOI HepBHOI cucTeMbl. Kaxknblit MEXaHOPELIEIITOP COCTOUT U3 YEThIPEX CIeMaTu3UPOBAHHBIX KJIe-
TOK: IIETUHKOBOI, THE3/10BOI, HEMPOHOM U KJIETKOI 000JIOYKM HepBa. Bce oHU IMTpoUCXoasT U3 eauH-
CTBEHHOI KJIEeTKM, UMEHYyeMOll poaUTeIbCKOM KJIeTKoi ceHcopHoro opraHa (PKCO). O6ocobneHue
PKCO ot okpyxXalolux ee KJIeTOK MMarnHaAJILHOTO IMCKa MHULIMUPYET MHOTOCTAIUNHBIN TIpoiiecc
dopmupoBaHMs CEHCOPHOTO opraHa. XapaKTepHO 0COOEHHOCTBIO POIMTEIBCKOM KIETKU SIBISETCS
caMoe BBICOKOE MO OTHOIIEHWIO K OKPYXAaIOIMM KJIeTKaM cojaepXXaHWe MpOHeWpabHBIX OEJIKOB
Achaete u Scute (ASC). JluHamMuka u3MeHeHUs cofepXaHus IMpoHeiipanbHbIX 6eJiKkoB B PKCO o6ec-
MeYrBaeTCsl TCHHOM CeThI0, KJII0YeBO KOMITOHEHT KOTOPOI MpecTaB/IeH KOMILJIEKCOM reHOB achaete-
scute (AS-C). AKTUBHOCTb KOMILIEKCAa KOHTPOJMPYETCS LIEHTPAJbHBIM PETyJSITOPHBIM KOHTYPOM
(IPK). B cocraB LIPK BxonsT reHsl hairy, senseless (sens), charlatan (chn), scratch (scrt), daughterless
(da), extramacrochaete (emc), groucho (gro), KOTUPYIOIIUE TPAHCKPUITIIMOHHBIE (DAKTOPHI, Yepe3 KOTO-
pBIe peau3yeTcsl cucTeMa MPSIMbIX U 0OpaTHBIX CBsI3ell, M OCYIIECTBIISIFOTCS OTHOIIEHUST aKTHUBaIlUH -
peripeccuu mexny komnoHeHtamu LIPK, a Takxe ren phyllopod (phyl), Konupywoiiuii 6eJioK-anarnTop,
perynupylomuii nerpaganuio 6eakoB ASC. B paboTe nmpeajioxkeHa MaTeMaTUdeckKast MOJedb (PyHKIIM-
OHHMPOBAHUS B pOAUTEIbCKOM KieTKe ceHcopHoro opraHa [IPK kak perynsitopa comep>kaHus IIpOHeTi-

panbHBIX 6e1koB ASC.

Karoueswie crosa: nposzoduna, achaete-scute KOMIUIEKC, TeHHBIE CETU, MaTeMaTU4eCKast MOJE/ b, HEJIMHEeM -
HbIe TMHAMMWYECKHUE CUCTEMBI, CTALIMOHAPHBIE TOUKHU
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BBEAEHME

Bosbiline mieTMHKM (MaKpOXETHl) BBIITOJHSIIOT
(GYHKILIMU MEeXaHOPELENTOPOB U SIBIISIIOTCSI JIEMEH-
TaMHu Tiepu@eprudecKoii HEpBHOM CHUCTEMBI IPO30-
¢unsl (Campuzano, Modolell, 1992; Simpson, Mar-
cellini, 2006). Je(bMHUTUBHBII MeXaHOPELIEIITOP CO-
CTOUT M3 YETBIpEeX CIIEUATM3VUPOBAHHBIX KJIIETOK:
IETUHKOBOM M THE3I0BOI, KJIIETKM 000JIOUKN HepBa
U HelpoHa. Bce oHU mpoucxonsiT U3 OgHOM €IuH-
CTBEHHOU POAUTEIBCKOMN KIETKMU.

MopdoreHe3 MakKpoxeT — 3TO MHOTOCTaIUITHBII
IIPOLIECC, OCHOBOMOJIAralonM COOBITUEM KOTOPOTO
SIBJISIETCSI 000CO0JIeHME POOUTEIbCKON KIIETKU U3
MAacCCHI 9KTOJePMAaIbHBIX KJIETOK KPBJIOBOIO MMAarv-
HaJIbHOTO nuckKa. OCHOBHOE OTJIMUME POAUTEIILCKOM
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KJIETKM OT OKpPYXKaloII1X €€ KJIETOK COCTOUT B MaK-
cUMaJIbHOM coepkaHnu GeiakoB Achaete u Scute
(ASC), KogupyeMbIX OTHOMMEHHBIM T'€HHBIM KOM-
miekcoM (achaete-scute complex — AS-C). UmeHHO
onpeaelieHHbI ypoBeHb 0e1KOB ASC sIBIISIETCS KpHU-
TUYECKUM (DAKTOPOM, MPEeAOIpeaeISIIoIINM IeTep-
MUHaLUIO poauTeabcKoii KieTku (Reeves, Posakony,
2005).

KonTponp 3a HapaboTKOIT OEJIKOB KOMIUIEKCA B
KJIETKE OCYIIECTBJISIETCSI HAOOPOM F€HOB U KOJIUPYe-
MBIX UMHU O€JIKOB, (DYHKIIMOHAJIBHO O0beAMHEHHBIX
B LeHTpayIbHBIN peryiasaTopHblii KoHTYp (LIPK) (By-
xapuHa, @ypmaH, 2009; Furman, Bukharina, 2009).
OyukunonupoBanne 1IPK obecneunBaeT aKkcIpec-
cuio AS-C — IIaBHOTO 2JIEMEHTA BCeil TeHETUYECKOM
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cucrteMbl MopdoreHe3a MakpoxeT. B pamkax 1IPK
KOHTPOJIb DKCIPECCUU KOMILIEKca achaete-scute WU,
COOTBETCTBEHHO, HapabOTKU TIPOHEWpaabHbIX OeJ-
KOB OCYIIIECTBJISICTCS ITyTeM ITO3UTUBHOM 1 HEraTUB-
Hoit perymsumu. B mosmtmBHOI perymsuun AS-C
Y4aCTBYIOT €r0 COOCTBEHHBIE OEJIKU B KOMILIEKCE C
6enkom Daughterless u Charlatan. HeratusHas pery-
JISIIMS DKCIPECCUU OCYIIECTBIISIETCS TeTepoauMepa-
mu ASC/Extramacrochaete 1 GeJKOBBIM KOMILIEK-
coMm Hairy/Groucho. benok Senseless crioco6eH BbI-
MOJHSTh POJIb KaK perpeccopa, TaK M aKTUBaTOpa
TpaHckpunuum AS-C. dopmaan3oBaHHOE PeICTaB-
JIEHVW€ TUHAMMKU M3MEHEHUSI COoAep>KaHUsl OEJIKOB
ASC B poguTeIbCKON KJIETKE BO3MOXHO B paMKax
MaTeMaTUIeCKOl MOMIEIN, OIMCHIBaloIIeil (hyHKII-
oumpoBanne IIPK kak mmHamMmyecKoil CHUCTEMBI C
HAJIMYKUEM TIOJIOKUTEIBHBIX U OTPULATEIBHBIX 00-
paTHBIX CBsI3eil MEXIY ero KOMIIOHEHTaMU.

Panee MbI pazpabotanu Moneiab QYHKIIMOHUPO-
BaHus, onucaHHoro Beine LIPK (ByxapuHa u mp.,
2012; Bukharina et al., 2012). Moaenb npenckasbl-
Bajla, 4yTo conepxkaHue 6eakoB ASC B poauTesb-
CKOM1 KJIeTKEe IOBBIIIACTCS 1 BBIXOAUT Ha MJaTo Ha
YPOBHE HEKOTOPOTO MaKCUMaJbHOIro 3HaueHus. M3
SKCMEePUMEHTAJIbHBIX JaHHBIX, OJHAKO, U3BECTHO,
YTO cojiepXaHue OeJIKOB, JOCTUTHYB MaKCUMyMa,
yepe3 KaKoe-TO BpeMs HauMHAeT CHMKATBhCSI U K
MOMEHTY Havaja NEJeHUS POAUTEIbCKON KIIETKU
nmajgaeT nmpakTudecku n1o Hyis (Chang et al., 2008).
CienoBaTeIbHO, CYIIECTBYET IOIOJHUTEIHbHBIN
MEeXaHWU3M peryJIsinuu coaepxaHus 0eakoB ASC,
CBSI3aHHBI, KaK Mbl CYUMTAeM, C UX Aerpagaluei,
KOTOpBIf He ObLJT YYTEH B paCCMOTPEHHOI paHee
MOJIECTIN.

st mpoliecca aerpagaluy 0eJKOB HEOOXOOUMO
¢dopMurpoBaHUE YOUKBUTUHU3UPYIOIIETO KOMILIEK-
ca, B COCTaB KOTOPOTO BXOIUT afallTOPHBIN OEJT0K 1
YOUKBUTHUH JIMTasza. OTOT KOMILJIEKC OIo3HaeT Oe-
JIOK, TIpeAHAa3HAYCHHBIN IS JeTpagallii, U IpUCo-
eIUHSIEeT K HEMY OOHY WIM HECKOJIbKO MOJEKYJI
yOMKBUTHHA, CIYyXalllero HACHTU(PUKATOPOM TO-
TOBHOCTHU OEJIKOB K CTaHIAapTHOMY IIPOLIECCY yTH-
Im3anuu B nporeacomax. MyHKIIMIO aganTopa ISt
ASC 6enkos BeimoaHseT PHYL, a ¢pyHkumio yonk-
BUTUH JauUrassl — Seven-in-absentia (SINA). IIpuco-
enuHenne PHYL k 6enkam ASC nenaet nmocjienHue
JOCTYIHBIMHU JIsI (D€PMEHTOB, OCYIIECTBIISIONINX
Jerpaganuio. Bpemst Xu3HU NpoHelpalabHBIX Oei-
KOB OOYCJIOBJIGHO CKOpPOCThI0 HakoruieHus PHYL
(Chang et al., 2008). Dkcnpeccust reHa phyllopod, B
CBOIO ouepenb, 3aBUCUT OT 0ea1KoB ASC, KOoTOophIe,
Oyoy4u TPaHCKPUIILUOHHBIMU (aKTOpaMU, WHU-
muupytor ero tpanckpunmuio (Pi et al., 2004). Cy-
LIECTBYIONIAsl aBTOPEryJISITOpHAsI MEeTJIsI, AeiCTBYIO-
mas 1Mo MPUHIAITY OOpaTHOM CBSI3M, 0OeCcIieYnBaeT
KOOPJMHALIMIO 3KCIPECCUM YYACTBYIOIIMX T'€HOB U
c0aTaHCUPOBAHHOCTh COACPKAHUSI COOTBETCTBYIO-
X OEJIKOB.

BYXAPUHA u np.

MATEPUAJIBI U METOJ bl

Obsexm modeauposanus:. 00ObEKTOM MOJIEIUPOBa-
HUS SIBJISIETCSI paCIIUPEHHBIN LIeHTPaIbHbBIA PeTyIsi-
topHbiii KoHTYp (LIPK) rennoii cetm “Heiiporenes:
JetepmuHauus”, obecriedyrBalolleil BblIeJIeHNE PO-
JIUTEJIbCKOM KJIETKM CEHCOPHOTO OpraHa M3 myJa
KJIETOK ITPOHEMpaJbHOIO KJlacTepa.

I'ennas cers “Heitporenes: derepmuHanus” pe-
KOHCTpyMpOBaHa MyTeM aHHOTUPOBAHUS JOCTYITHBIX
Ha CETOMHSI IMTEPATYPHBIX UICTOYHUKOB 1 CONEPXKUT
nHpopmanuio o 72 reHax, 7 PHK u 95 6enkax. Boine-
nenue LIPK 6a3upoBasioch Ha MPUHILIMIIE HATUYUS
B3aMMHbLIX PEryJSTOPHBIX OTHOIIEHUM MEXAy ero
KOMITOHEHTaMU.

B LIPK Ob11H BKITIOYEHBI CIEIYIOIINE KOMITOHEHTHI:

— renbl AS-C, oenku ASC 1 6e1KOBBIE KOMIUICK-
Cbl, C(OOPMUPOBAHHBIE C UX YYACTUEM;

— OeJIKM — PeryasaTopbl aKTUBHOCTU KOMILIEKCa
achaete-scute, KOTOpbIe NEUCTBYIOT Ha 3Tare JeTep-
MUWHAIIMU POIUTETbCKOMN KJIETKU, M KOTUPYIOIITHNE NX
TeHbI: hairy, senseless (sens), charlatan (chn), daugh-
terless (da), extramacrochaete (emc), groucho (gro),
scratch (scrt), phyllopod (phyl) u seven-in-absentia (sina)

(puc. 1).

KauectBenHo dyHkimonupoBanue [IPK moxHO
OrnucaTh CJAENyIIMM 00pa3oM: colepKaHusl TPOHEe-
pasmbHBIX 0e71KOB ASC B pOIMTEIBECKOM KIIETKE KOHTPO-
JINPYETCsl caMO- U TpaHCPETY/IsILIMeli 9KCIPeCcCU TeHOB
komruiekca AS-C. DddeKTrBHAS TIO3UTUBHASL CaMOpPe-
ryssiumst ocyiectsisiercs: rereponumepamu ASC/DA,
Toraa Kak HeraruBHasi — rerepoaumepamu ASC/EMC.
Tpancperymsauust akcrpeccun AS-C (mo3uTuBHasI 1
HEeraTuBHasi) TMPOMCXOOUT YEPE3 B3aUMOIEUCTBUE C
€ro peryassTOpHOM 30HOI OeJIKOB-aKTMBAaTOPOB WJIU
perpeccopoB COOTBETCTBEHHO. B KauecTBe akTUBaTO-
poB BeIcTynatoT Senseless m Charlatan, perpeccopsl
MpeACTaBIeHbl OEJIKOBBIM  KOMILJIEKCOM COCTaBa
Hairy/GRO. “AxtuBaTopHBIe” TeHEI Sens v chi, B CBOIO
ouepenpb, perymupyiorcs rerepomumepamu ASC/DA,
VHULIMUPYIOIIMMU MX TpaHckpumnuto (Cabrera, Alon-
so, 1991; Van Doren et al., 1992, 1994; Cabrera et al.,
1994; Vaessin et al., 1994; Nolo et al., 2000; Smith,
Cronmiller, 2001; Escudero et al., 2005).

Tpanckpuniust AS-C MoxeT ObITh 3amyllieHa He
TOJIBKO Yepe3 BO3AeiCTBUE aKTUBAaTOPOB, HO W MpPU
CHSATHUM TPAHCPETYJISATOPHOIO PEINPECCOPHOTO Neii-
ctBus Hairy/GRO. Bt1o BiusiHue oOyCIOBIEHO aK-
TUBaLIMEN DKCIIPECCUU TeHa scratch reTepoauMepamMmu
ASC/DA c¢ mocnenyionieit pemnpeccueii 0eIKoM
Scratch TpaHCKpPUIIIIMOHHOU aKTUBHOCTHU TeHa hairy
(Roark et al., 1995).

CyliecTBEHHBIM B paMKaxX MOMACIIU SIBJISICTCS T1-
HaMMKa U3MEHEHUS COAep>KaHUs adalTOPHOro Oe-
ka PHYL, mocKoabKY TOJBKO 3TOT O€JIOK HeIlocpe -
CTBEHHO CBSI3aH C (PyHKIIMOHMPOBAHMEM paccMar-
puBaemoro L{PK.

OHTOI'EHE3 Ne 5
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Puc. 1. PaciimpeHHast 1 yTouHeHHasi CXxeMa LEHTPAIbHOTO PETYJISTOPHOIO KOHTYpa, (DYHKIIMOHUPYIOLIETO B POAUTEIBCKOMN
KJIETKE CEHCOPHOTO OpraHa KpbIJIOBOTO MMarMHaJIbHOIO aucKa Apo3oduiibl. AS-C — 6enku achaete-scute komiuiekca, DA —
Daughterless, GRO — Groucho, SENS — Senseless, EMC — Extramacrochaete, CHN — Charlatan, SCRT — Scratch, UB —
Ubiquitin, PHYL — Phyllopod, SINA — Seven in absentia. Ctpeikamu noka3aHbl aKTUBaTOPHbIE BO3IEMCTBYUSI, CTPEJIKU C TY-

MbIMU KOHIIAMU 0003HAYAIOT PENPecCOPHbIE BO3ACHCTBUSI.

Moodeaw: I1lpu MOOEIMPOBAHUM T€HHBIX CETeil MOo-
JIOXUTEIbHbIE U OTpULIATSIIBHBIE OOpaTHBIE CBI3U
OOBIYHO OIMMCHIBAIOTCS CUTMOMIHBIMU (DYHKIIMSIMU

S(x) = G(Lb)n M, COOTBETCTBEHHO, (hyHKIIUSIMU
1+ (x+¢)
Xunna A(y) = ———;Iieaq, d >0; m, n — uenvle,
1+(k+y)

b, c, k — BemectBeHHbIe (JIMxomBaii u ap., 2008).

st kadectBeHHOro aHanu3a Mmoaeau LIPK Gynem
paccMaTpuBaTh HEJIMHEMHYIO IIECTUMEPHYIO OUHA-
Mu4decKylo cucremy (1) B 6e3pasmepHoii (hopme:

Z_);:E(x,y,z,W)—x(HPZU):
_Si(Dx) + 8,(2) + S:(w) _ x(1+ pXU);
(1+Gy)(1 + Ex)
dy B dz
Y _ gy = —y, Bos(Dx)-z
dt 2()yl+uya’t (09 W
B _ §,(Dx)—u; DY = 5y(Dx)—w,
dt 4
d
_p:SG(Dx)—P

dt

IlepemeHHbIe X, y, z, w 0003HAYaIOT COOTBET-
CTBeHHO KoHIlIeHTpauu 0enkoB ASC, Hairy, Sense-
less, Charlatan, xomupyeMbIX OTHOMMEHHBIMU T'e¢Ha-
mu, BxomsmMu B cocTtaB LIPK. Dti 6enxkmn nmam mx
KOMIUIEKCHI C OeiakaMr-KogaKTopaMy HEIoCpen-
CTBEHHO BO3ICHCTBYIOT Ha PETYJISITOPHYIO 30HY AS-C,
obecrnieunBasi IIO3UTUBHBIC (aKTUBALIMSI TPAHCKPUII-
1IN ) WK HeTaTUBHBIE (ITOAaBIeHE TPAHCKPUIILIMM)
3¢ PEKTHI.

OHTOI'EHE3 Ne 5
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IlepemeHHOI u 0003HaYEHA KOHLEHTpALUs Oe-
Ka Scratch, y9acTBYIOIIIETO B PETYJISILIMI SKCIIPECCHI
AS-C HenmpsIMBIM 00pPa3oM.

IlepemeHHast p 0603HavYaeT KOHLICHTpalIMIO OeKa
Phyllopod (PHYL).

ITapameTrpsr D, Gu E B iepBOM YpaBHEHUH CHUCTE-
MbI (1) 0OO3HaYalOT KOHLIEHTpaLUMKU OeJIKOB-Kodak-
TopoB Daughterless, Groucho m Extramacrochaete,
YJaCTBYIOIIMX B PEryisiiMm akTuBHOCTH AS-C depe3
dopmupoBanue rerepoarumepoB ASC/DA, ASC/EMC
u Hairy/GRO. ITapameTrp B > 0 Bo BTOpOM ypaBHe-
HMU CUCTEMBHI (1) yUUTHIBaET OTpULIATEIBHYIO O0OpaT-
HYIO CBsI3b Scratch —| Hairy, a mapameTpbt Un X 060-
3HavaloT KoHUeHTpauuu OenkoB Ubiquitin (Ub) u
Seven in absentia (SINA).

Curmounnnble dynkumu S;(Dx) > 0 Momenupyior
TOJIOXKUTEJIbHBIE 0OpaTHBIE CBSI3U M OTMEUYEHBI CTPEII-
kamu Ha puc. 1. [Tpoussenenust Dx, Gy u Ex orBedaroT
numepam DA/ASC, GRO/HAIRY u EMC/ASC, a
npousBeneHue pUX coorBeTcTBYeT Tpumepy ACS/
PHYL/SINA.

PE3YJIbTATBI 1 OBCYXIEHHUE

IMpexne yeM NPUCTYIIUTH K aHAIU3Y MaTeMaThnie-
ckort monenn ¢yHkumonupoanus LIPK B pomm-
TEJIbCKOM KJIETKE IIETUHOYHOTO OpraHa 1po30(hUb,
OCTAaHOBUMCS Ha pacCCMOTPEHUM poJin Senseless B pe-
TYASIIAM aKTUBHOCTH TeHOB AS-C. Kak yxxe orMeda-
Joch Bhilie, SENS MoxXeT BhICTYIIaTh KaK B POJIM aK-
TUBaTOpPa, TaK 1 B poJiu peripeccopa. CTporo roBopsl,
cxema IIPK nmomkHa BBITJISIIETh CICAYIOIIMM OOpa-
30M (puc. 2).

Hanpasnenue BiugHus Senseless Ha TPAHCKPUIT-
o AS-C 3aBUCUT OT ero COOCTBEHHOIO coaepKa-
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Puc. 2. O6061meHHas cxema LIPK.

Hus B KieTke. [Ipy HU3KOM copep:KaHUU B KJIETKE
SENS BrICcTymaeT Kak penpeccop aKTUBHOCTHU IIPO-
HEMpaJibHbIX TEHOB, a MPU BBICOKOM COIEpP>KaHUU
SENS BBICTYmaeT akTMBaTOPOM UX 3KcIipeccuu. B
JIMTepaType NPEeANpPpUHUMAIOCh MHOTO TOIIBITOK
00BSICHUTH CTOJIb HEOOBIYHOE ITOBeAeHUE Senseless.
B HacTtosiee BpeMss HanbOoJiee BEPOSITHBIM CUMTa-
eTcs clieaylollee OObsSICHEHUE TaKOTO MOBEICHUS
SENS (Nolo et al., 2000, Jafar-Nejad et al., 2003,
2006; Acar et al., 2006). TpaHCKpUOLIMOHHBIN hak-
Top Senseless crmocobeH cBsI3bIBaThes Kak ¢ JIHK,
TaK U ¢ MpoHelpaabHbIMU OeKaMUu. AhOUHHOCTh
Sensless k JIHK Bbllie, 4yeM K MpOHEHpalbHBIM
OelKaM, TOTOMY MpPH HEOOJBIIOM KOJUYCCTBE
SENS B KJIeTKE IMPOUCXOIUT IIPEUMYIIECTBEHHOE
CBSI3BIBAHME 3TOr0 TPAHCKPUIIMOHHOTO (pakTopa
co cneunuIecKUMU caiiTaMu CBSI3bIBAHUSI B DH-
XaHcepHBIX paiioHax AS-C — S-60Kcamu, 4TO BeAeT
K pemnpeccuy akKTMBHOCTM TeHOB Komiuiekca. Ilo
Mepe ToTro, Kak conepxanue 6enkoB ASC u SENS B
KJIETKE BO3pacTaeT, IIPOMCXOIUT HaChIlieHue caii-

1.2+
L0

0.8

0.6

0.4+

0.2

0 0.5 1.0 L5

Puc. 3. CraunonapHast Touka cuctemsl (1).

TOB CBsI3bIBaHUS Senseless 1 CBOOOMHEIN 0eIOK
CBSI3BIBAETCSI C KOMILJIEKCOM MpOHeipaJbHBIX Oesl-
koB ASC/DA. B atom BapuaHTe SENS BbicTynaeT B
pOJIM KOAKTUBATOPa M YCUJIMBAET 3KCIIPECCUIO Ie-
HOB KoMILIeKca achaete-scute. AKap ¢ COTp. BBIABU-
HYJIU TUIIOTE3y, OOBSICHSIONIYIO IIepeKIIOUYeHUE
MeXAy ABYMSI IIPOTUBOIIOJIOXHBIMUA BO3IEHCTBUS-
mu Senseless Ha TpaHckpunnio AS-C, iepexoaom
MeEXAy OBYMS pPa3IMYHBIMU KOH(MOPMALMOHHBIMU
coctossHUSIMU Oenka. CBSI3BIBAsICh C KOMIUIEKCOM
NPOHENpPaAJILHBIX OETKOB, Senseless MeHSIET CBOIO
KOH(pOopMaluio, 4YTO II03BOJISIET €My YCHJIMBATh
JIEMCTBUE APYIMX KO-aKTUBAaTOPOB M /WIN HOeaeT
koMmIuieKc ASC/DA noCTyITHBIM IS CBSI3bIBAHUSI C
WHBIMU (paKTOpaMU, YCUINBAIOIINX €TI0 aKTUBUPY-
olee Bo3aeicTeue (Acar et al., 2006).

Kpome Toro, mepekirnoyeHue “pernpeccop-aKTH-
BaTop” 3aBUCUT OT YPOBHSI coaepxKaHUsl OeKOB
E(SPL) B xnetke. I1pucyrcTBHE TTOCIETHNX YCUIBA~
eT pemnpeccopHyo ¢dyHkimioo Senseless (Acar et al.,
2006). IToCKOJIbKY B pOIUTENLCKOM KIJIETKE OTCYTCTBY-
1ot 6enku E(spl) (Nolo et al., 2000, Jafar-Nejad et al.,
2003, 2006; Acar et al., 2006), MOXXHO IpeHeOPEYb
penpeccopHoit dyHkuueir SENS u cuurath, 4To B
PKCO L PK ¢yHKIIMOHUpPYET B BUe, IIPeaCcTaBIeH-
HOM Ha puc. 1.

dynkumonupoBanue AS-C B LIPK (puc. 1) onu-
CaHO IWHAMHUYECKON CHUCTeMOM W3 ImecTyu audde-
peHIMAJIBHBIX ypaBHEeHUI (1), COOTBETCTBYIOIIMX
YUCJTYy PETYJSITOPHBIX BO3ACHCTBUI Ha 3TOT KOM-
TUIEKC — TPeX aKTUBUPYIOIIHX U TPEX PEIIPeCcCUpyIo-
mux (puc. 1).

Ha puc. 3 npencrasiieH rpaduk, WLIIOCTPUPYIO-
LW pe3yabTaT MOMCKA CTAMOHAPHON TOYKY JUHA-
MUYECKOM cucTeMsbl (1).

CranmoHapHble TOYKU (TOYKU paBHOBECHUS) TU-
Hamuuyeckoil cuctembl (1) HaxomsITCs U3 CUCTEMBbI
ypaBHEHU
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x(1+ p2U) = F(x,y,2,w), y = F)(u);
z2=38:(Dx); u=38,Dx); w=S85Dx), 2)
p = S8s(Dx),
KOTOPOE CBOIMTCSI K OMHOMY YPaBHEHUIO
x(1+ S¢(Dx)ZU) =
= F(x, F,(S4(Dx)), S5(Dx), S5(Dx)).

PenieHust 3Toro ypaBHeHUsi COOTBETCTBYIOT TOU-
KaM IiepecedeHus1 rpacuKoB IByX QYHKIUI: f = X U
f = R(x) F(x, F,(S4(Dx)), S5(Dx), S5(Dx))

1+ S¢(Dx)ZU
(puc. 3). ITockoNbKY YMCAUTED IIPAaBOIi YaCTU Mep-
BOTO M3 YpaBHEHUI cUCTeMHbI (1) TpencTaBieH cyM-
MO Tpex CUTMOUIHBIX (pyHKIIMI, rpacduk pyHKIIUN
f = R(x) B TUIIUYHBIX CUTYyallMSIX UMEET He Ooliee
yeMm “TpexcryrneHyatsiit” Bum (puc. 3). Haiing us
ypaBHeHUS (3) KOOPOAMHATY X, CTALLMOHAPHOM TOY-
KU, MBI OIpeleisieM OCTajlbHble €€ KOOpAUHATHI 13
cucteMbl (2): yo =F, X (S4(Dxp)); 2o = S5(Dxg)
" T.0., cM., HartpuMep, Gaidov, Golubyatnikov, 2011.
ITpu namenenuu nmapamerpoB U, 2, D, G u E dopma
rpacduka pyHKuMuU [ = R(x) U3MEHSIETCs, U KOJIu4e-
CTBO TOUEK €ro IepeceyeHuil ¢ mpsiMolt f = x Tpu
5TOM TaKXe MOXET U3MEHSITbCS. 3aMETUM, UYTO Mbl
paccMaTpuBaeM 37eCh TOJbKO TpaHCBEpCaIbHbIE
(HekacaTebHbIE) TIepecedeHUs Tpa(prKOB.

Matpuina auHeapu3auumu cucteMmsl (1) B crtanmo-
HapHOIT TOYKE UMeeT BUJ,

3

gy — 1+ pXU) =g, ¢35 0 ¢q5 —xXU
0 -1 0 -gy O 0
D 0 -1 0 O 0
M= q31
Dgs, 0 0 0 -1 0
Dgg, 0 0 O 0 -1
3 - 9%
IECh ¢, = a—, U TOJIOXKUTEIbHbIE BEJIMYUHBI
X
413> 9155 4315 9415 451> 461 PABHDBL, COOTBETCTBEHHO,

TMPOM3BOMNHBIM BO3PACTAIONINX CUTMOUIHBIX (DYyHK-

uuit Sy, S5, 83, Su, Ss, Sg. OTpULIATEIbHBIE BETUYUHBI
_9F _dh

—q,, = E —Gy = " OMKCHIBAIOT OTPULIATENIBHBIE 00-
u

y
patHbie cBsis {GRO—HAIRY—|ASC}, {SCRT—|HAIRY}.
BCC MPON3BOAHBIC BBIYNCJIAIOTCA B CTaLlMOHapHOﬁ
TOUYKE.

[yctb g3 : = 431913 t 451915 U G124 = 12924945
XapakTepncTUIeCcKNii MHOTOYJICH MaTpubel M -

Heapu3aluu CUCTEMBI (1) NMEET BU/I
DO\ = (1+1)° PO, roe
W) = 1+ (g, - pZU)A+ 1)’ -
— D(qy35 — g x2 U1+ V) = Dy
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3HAYUT B CTALIMOHAPHOM TOYKE CUCTEeMBI (1) Tpu
COOCTBEHHBIX UKcia MaTpullbl M KpaTHBI U OTpUIIA-

TeJbHBL: A, = A, = A; = —1. OcraBumecs: Tpu co6-
CTBEHHBIX 3HAYEHUSI A4, As, A 3TOI MaTpULIbl M Haxo-

natest u3 ypaBHenust W(A) = 0. BelliecTBeHHbIe YacTu
3TUX COOCTBEHHBIX 3HAUEHWUIl TakKe OTPULIATENIbHBIL,
3HAYUT, CTAIIMOHAPHAS TOYKA YCTONIMBA.

Mo cux mop mpu MOAEINPOBAHUU HeliporeHesa y
JIPO30(PMILI SMIIMPUYECKUE JaHHbBIE, BUAUMO, B CU-
JIy CIIOXXHOCTU MOJIEKYJISIPHO-TE€HETUYECKO CUCTe-
MBI, 00eCIIeUnBalIOIIE 3TOT ITPOLIECC, OTPYOISITIUCE.

Hcropuyeckut ogHOIM U3 TIEPBBIX ObLIa IPeIIoXKe -
Ha MaTeMaTU4ecKasl MoJAeIb pAaHHUX CTaauii Helipo-
reHesa y Ipo30(dWIbl C IByMS YCIOBHBIMU “TeHaMM ”:
OIVH ONpeaessil MpoHelpalbHOEe COCTOSIHUE KJIeT-
KW, a BTOPOM — snuTeananbHoe. [1pu 3ToM Kaxablit
TaKOH “reH” OOBEeIMHSII LIeJIbII HaOOp peaTbHBIX I'e-
HoB (Marnellos, Mjolsness, 1998).

B npyroii Mogenu popMupoBaHue CEHCOPHBIX Op-
raHOB paccMaTpUBAJIOCh KaK Pe3yjbTaT B3auMoeii-
CTBUSI YEThIpeX TPYIN T€HOB, OOBECAMHEHHBIX IO
CXOACTBY MX POJIM B 3TOM IIpoliecce (“TeHbI IIpe-
CTPYKTYpPBI”, “HelpOTeHHBIE TeHBI”, “TeHBI KJICTOY-
HOTO 1UKJa” 1 “TIpoHeMpanbHbIE TeHbI”), U aHAIU-
3UpOBAJIACh JIOTUUECKasl cXeMa WX B3auMoIeiCcTBUS
(Ghysen, Thomas, 2003).

Hakonen, Bblae/ieHUE POAUTENBCKON KIIETKU U3
MaccChl 3MUTEMAJIbHBIX KIJIETOK WMaruHajlbHOTO
JIMCKa ObILJIO OMMCAHO B paMKax MoOjeseil Jarepayib-
Horo uHruobuposaHus (Meir et al., 2002; Hsu et al.,
2006; Barad et al., 2011). Hanboiee peaquCTUIHOMN
MPEeNCTaBISeTCSl MOMENb, YUYUThIBAalOIas poJib Kak
reHoB AS-C, TaK 1 HEKOTOPbIX TEHOB, Y4aCTBYIOIIINX
B Notch curHanbHoM nytH (Meir et al., 2002).

CrenyeT OTMETUTh, UYTO B TIEPEYUCIIEHHBIX MOJIE-
JISIX aKLEHT JieJ1ajcsd Ha MEKKJIeTOYHbIE B3aUMOJIE -
crBus. [Ipy 3TOM HE YYUTHIBaJIUCh MPOLECCHI, TIPO-
HUCXOOSIINE B CAMOM POIUTEIBCKON KIIETKE, BEdy-
mue K HakorieHuio 6enkoB ASC U TeM caMbIM K
JIeTepMUHALIM €€ HelpaIbHOM CyIbObI.

MpbI Xe cocpeloTOYMJIM CBOE BHUMaHME Kak pa3
Ha pacCMOTPEHUH BHYTPUKJIIETOUHBIX ITPOLIECCOB, TTPO-
WCXOMSIIMX B OyIyIeil poaIuTeIbCKOM KITeTKe. B 3amauy
Haileit paboThl BXOOWJIO CO3MaHUE MaTreMaTU4ecKoi
MOJIEJM, OTMCHIBAIOIEN U3MEHEHNWS COMEp>KaHUs Oe-
koB ASC B aT0i1 Ki1eTKe 1oa KoHTposeM LIPK.

M3 skcnepuMeHTa M3BECTHO, YTO COAEpKaHUE
oenkoB ASC B Takoil KJIeTKe, MOCTEIIEHHO HapacTa-
€T, IOCTUTaeT HEKOTOPOI0 KPUTHUUECKOTO YPOBHS, a
3aTeM magaeT mouTu g0 Hyis (Reeves, Posakony,
2005; Chang et al., 2008). CtyneH4aTOCTh KPMBOI Ha
puc. 3 onpeaensieTcsl CI0XKHOCTbIO CUCTEMBI PETyJIsi-
UM SKCIIPECCUM TeHOB KOMIUIEKCa achaete-scute, a
WMEHHO HaJIMYMEeM TpeX MOCIeA0BaTeIbHO BKITIOUA-
IOLIMXCS TIPSIMBIX aKTUBUPYIOIINX BO3AEUCTBUII Ha
TeHBI KoMIUIeKca achaete-scute yepe3 SENS, CHN, a
TaK>Xe HEMPSIMOTO aKTUBUPYIOIIETO BO3/1eICTBUS Ue-
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pe3 SCRT. DTo rapanTupyeT pa3BUTHE IMIETUHOYHO-
To opraHa B cjiy4ae “BBIK/JIIOYCHMSI” OJHOTO U3 HUX,
HampuMep, B pe3yabTate MyTauuu. JlocTzkeHue cu-
CTEMOI KaXIOW M3 CTYNEHEHU IOBBILIAECT BEPOSIT-
HOCTb pa3BUTUSI IIeTUHKU. KOCBEHHBIM ITOATBEp-
XKIEHUEM TaKOro MHPEANOJOXKEHUS MOXKET CIYXKUThb
TOT (PaKT, YTO y OOJIBIIMHCTBA MYTAaHTOB IIO0 T€HAM,
pxonsinuM B LIPK n orBewaromum 3a ycuiaeHue 3KC-
npeccun reHoB AS-C, 3IMMUHALIMKU BCEX MaKpOXET
HOTyMa He IIPOMCXOANT.

TakuMm oOpa3oM, aHAJIM3 ITOCTPOCHHOM MOIEIN
MO3BOJISIET ClieJIaTh HECKOJIbKO BBIBOJOB: KakK 1 B Ha-
meii npenpioyieit monenu (byxapuna u gp., 2012)
HapacTaHue conepxkaHusi o6eakoB ASC mpoucxomuT
cryneHyaro; (pyHkuumoHrposanue LIPK He HocUT LMK~
Jinyeckoro xapakTtepa. Ho B paciimpeHHo Moaeny nmpu
JIIOOBIX HAbOpax MapaMeTpoB CUCTEMa He BBIXOOUT HU B
peXuM OECKOHEUHOIO YBEJIMYEeHUs comepxkaHusl Oe-
koB ASC B KJIeTKe, HU B PEXKUM MONACPXKAHUS B HEM
HEKOTOPOro ypoBHsI 3Tux OeyikoB. Kak u B 3kcrepu-
MeHTe, KoHIleHTpalusl 6eakoB ASC manaer rocie o-
CTWXKEHUSI CBOET0 MaKCUMAaJIbHOTO 3HaYeHusi. Bece 310
MO3BOJISIET TOBOPUTH O TOM, UTO Hallla MOZIEJIb aJIeKBaT-
HO OMMCHIBACT AMHAMUKY HAKOIUIEHUsI W Jerpanaluu
6enkoB ASC B pOIHUTENIECKOM KIIETKE.
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The drosophila macrochaetes act as mechanoreceptors, the sensory organs of the peripheral nervous system.
Each mechanoreceptor consists of four specialized cells, namely, the shaft, socket, neuron, and sheath. All
these cells develop from a single cell referred to as the sensory organ precursor (SOP) cell. The SOP cell seg-
regates from the surrounding cells of imaginal disc, thereby launching multistage sensory organ development.
A characteristic feature of the SOP cell is the highest content of the proneural proteins Achaete and Scute
(ASC) as compared with the surrounding cells. The pattern of changes in the content of proneural proteins
in the SOP cell is determined by a gene network with the achaete-scute (AS-C) gene complex as its key com-
ponent. The activity of this complex is controlled by the central regulatory circuit (CRC), containing the
genes hairy, senseless (sens), charlatan (chn), scratch (scrt), daughterless (da), extramacrochaete (emc), and
groucho (gro), encoding the transcription factors involved in the system of feedforwards and feedbacks and
implementing the activation—repression of CRC components, as well as the gene phyllopod (phyl), an adaptor
protein that controls the degradation of ASC proteins. A mathematical model describing the CRC function-
ing in the SOP cell as a regulator of the content of ASC proneural proteins is proposed.

Keywords: drosophila, achaete-scute complex, gene networks, mathematical model, nonlinear dynamic sys-
tems, stationary points
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