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Ha paHHEX cragusx 3MOpHOTEHE3a IUIOJOBOW MYIIKU JIPO30(QIIB KapPTUHBI SKCIPECCUU TECHOB
cerMeHTanuu GOpPMHUPYIOTCS MO BIUSHAEM MaTEePUHCKUX TPAIUEHTOB TPAHCKPHUIITHOHHBIX (GaKTOPOB,
KOTOpBIE€ 3aMyCKalOT MPOCTPAHCTBEHHO JOKAJIM30BAHHYIO SKCIPECCHI0O B KacKaje CerMEeHTAllMOHHBIX
reHoB. OHUM U3 TakUX akTUBaTopoB sBisercs Bcd. MccnenoBana onHa w3 mMojeneil peryinsiuud B
CeTH TEHOB gap B YCIOBHUSAX BapHaluy KOHIGHTpanum 3Toro Oenka. [loka3aHo, 4TO H3BeCTHAs
nHGOpMalKs O TOMOJOTHU B3aUMOJICHCTBHUU T'€HOB B CETH HE MOCTATOYHA IJIsI OOBSCHEHHUS JKCIIe-
PUMEHTATBHEIX NAaHHBIX MO CABUTAM aHTEPHUOPHOTO JOMEHa JKCIPECCHH TeHa hb Tpu M3MEHEHUH
koHneHTpanuu Bed B sMOpuone. B pesynbTate MOIOENUpOBAHHS C YyUETOM JTHX NaHHBIX BBISBISETCS
HOBas TOMOJIOTHS, OMpeAeNsionas MpaBUIbHBIE CIBUTH JOMeHa oSkcmpeccuu hb. [lomydeHHblie pe-
3yJABTATBl CBUACTEIBCTBYIOT O TOM, YTO B3aMMOJICHCTBUS B Tpoiike reHOB hb, Kr m gt SBIAIOTCA
KIIIOYEBBIMH [JI TPABIJIHHOTO IOBENCHUA KAapPTHHBI DKCIPECCHH hb TpW BapualWi KOHIEHTpAaIuu
Bed. ITpoBeneHHOE HMCCIeNOBaHUE MO3BOISCT YTOYHUTH TPAHUIBI TPUMEHUMOCTH (PEHOMEHOJIOTHYC-
CKHX Mojejieil TeHHBIX CeTei.

Knrouesvie cnosa: oposzoguna, cenvt ceemenmayuu, Bicoid, hunchback, eennvie cemu, mamemamuueckoe
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MoOenupogatue.

OKcnpeccusi MaTEpUHCKUX TEHOB SBISETCS Iep-
BHYHBIM U Ba)KHEHIIUM HCTOYHUKOM TO3UIIHOHHOM
nHQOpPMAIIMN HAa PAaHHHUX CTAAUAX dMOPHOHAIBHO-
ro pa3BUTHUS MHOTOKJIETOYHBIX OopraHu3mMoB. [Ipo-
OyKTHl MAaTEpUHCKHX T['E€HOB 00pa3yloT IIHPOKHUE
rpaJueHThl KOHIEHTpaluH, M WX CYUTHIBAaHUE H
WHTEpIpeTanus MPUBOAAT K JETEPMHHALUU CYIb-
OBl KJIETOK, a TaKe OIPENEeNSIOT MPOCTPAaHCTBEH-
HOE pacHoJIOKeHHEe KJIeToK B 3MOpuone. B pe-
3yJbTaTe AeTepMUHAIINN B SMOproHe popMupyeTCs
NPOCTPAHCTBEHHO HEOJAHOPOJHAsl KapTHHA OJKC-
MPECCUU TEHOB, Ha3blBaeMmas MaTTEPHOM.

[InogoBas Mymka apo3oduia sBISETCS Kiac-
CUYECKOW MOJIENBLHOW CUCTEMOM ISl U3YUYEHUS PO-
JU MATEPUHCKUX TPATUCHTOB B (QOPMHUPOBAHUU
MO3UIUOHHON MHGpopManuu. Y 3TOTO OpraHu3Ma
(QYHKIIMOHUPYIOT TPU CHCTEMBI MAaTEPUHCKHX Te-
HOB, KOOPJAHHHUPYIOUIUX popMHpOBaHUE TPOCTPaH-
CTBEHHOTO IaTTEPHA BJOJIb TJIaBHOW, aHTEPUOP-
Ho-ioctepuopHoit (A-I1) ocu smOpuona. AHTepu-
OpHasi CHCTeMa TIpeACTaBlieHa aHTEPHOPHO-TIOCTE-
PUOPHBIM TPagueHTOM OETKOBOTO MPOIyKTa TeHa
bicoid (bcd), sBISIOMErocs TPaHCKPUMIHOHHBIM
¢daxtopom [1].

Coxpamenue: A-II — aHTepUOPHO-IOCTEPUOPHBIN.

[TocrepuopHas cucrema BKIIOYAET IOCTEPUOP-
HO-aHTEPUOPHBIA TPATUEHT TPAHCKPUIIIUOHHOTO
¢akxtopa Caudal (Cad). OTOT rpaiueHT BO3HHKAET
n3-3a pemnpeccun tpancasnuun MPHK cad, nsna-
4aJbHO PaBHOMEPHO pacHpeieleHHOW B IUTOIIa3-
Me ooruTa, nmon neicrsuem Bced. J[pyroit mocre-
PHOPHO-aHTEPUOPHBII TpaaueHT oOpa3oBaH Oel-
koM Nanos, PHK-cBsa3piBatomum ¢daktopom, oc-
HOBHOW (yHKIUEH KOTOPOTO siBIseTCs OJOKUPOB-
Ka TpaHCISILUM PpPaBHOMEPHO pacIpereleHHON
MPHK Ttpanckpunuuonasim ¢pakropom Hunchback
(Hb) B mocrepmopHoii wactu smbOpuoHa [2].

TepMuHanpHasi cucrema, ompenensomas 00-
pa3oBaHHE TEPMUHAJIBHBIX CTPYKTYp SMOpHoOHa
(akpoHa W TEIbCOHA), MPEACTaBISIET COOOU CHUT-
HaJIbHBIM MyTh, KJIIOYEBBIM KOMIIOHEHTOM KOTOPO-
ro sBISETCAs THPO3MH-KHHA3HBIM perenTtop torso.
OTa cucTeMa OCYIIECTBIAET aKTHUBALMIO TEpMU-
HaJbHBIX 3UTOTUYECKUX gap-reHoB tailless (tll) u
huckebein na momocax sMOpuoHa [3].

HNuTepecHo, 9TO CUCTEMBI MAaTEPUHCKUX Trpa-
JIMEHTOB MPEJBOCXUIIAOT pa3OueHue Tena SMOpH-
oHa napo3odmibl Ha JABa OTHEda — TOJOBHOW W
TYJOBUIIHBIA. B ¢opMupoBanne sMOpHUOHATHLHOTO
maTTepHa B JTHX OTIENaxX BOBJIEKAIOTCS pa3HbIE
3UTOTHYECKHE TeHBl U pa3HbIe PEryIsATOPHBIE B3aH-
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MoaeiictBus [4-6]. B nanpHeilmem, Ha cTaguu paH-
Hell TacTpyIsldH, HA TPAHWIE dTHX ABYX Pa3HBIX
cucteM (GOPMHpPOBaHHUS TMATTepHA BO3HUKAET TO-
JoBHasg Oopo3aKka — MepBBI MOPGOTOTHUECKUN
MPU3HAK MPOTPaMM JAETEPMHUHAIIUH CYyIbOBI KIETOK
n muddepenuupoBku [7,8].

Hecmotpst Ha Oospmold oObeM myOnukaiuii,
MOCBALIEHHBIX KOOPAMHUPYIOLIEH PO MaTEpHUH-
ckuX (aKTOpoB B 00pa30oBaHUU IPOCTPAHCTBEHHO
JIOKaJIU30BaHHON 3KCIPECCMM T'€HOB B 3MOpPHOHE,
UCCIIEIOBAHUS IOCIEIHUX JIeT M0Ka3ajld HEOJHO-
3HAYHOCTh M CIIOHOCTh (DYHKIMOHHPOBAHUS Ma-
TepuHCKuX cucteM. [lapamokcanbHO, 4YTO OO0Jb-
IIMHCTBO HEACHOCTEH W MPOTHUBOPEUYHMBBIX TAHHBIX
Ha CerojHs KacaroTcs HauOosee M3ydeHHOU aHTe-
PHOpPHOM CHCTEMBI, a UMEHHO TeHa bcd.

CornacHo TeoOpuHW MO3UIIMOHHON MH(MOpPMAINH
W WIUIIOCTpUpYIomell ee mozenu ¢paHIy3CKOTO
(mara, MoOJIOKEHHE KJIETOK, CIIOCOOHBIX OTBEYATh
Ha JOKaJIN30BaHHbIE OMOXMMUYECKHUE CHUTHAJBI, B
MoJjie pa3BUBAIOIIENCS TKaHU ONpeAeNseTcs MmyTeM
MaCCUBHOTO CYHMTBIBAHHUS MOPOTOBBIX KOHIIEHTpAa-
uuid rpanueHta Oenka-mopdorena [9]. Ha ocHo-
BaHUU HCCIENOBAaHUM, MPOBeNeHHBIX B 80-¢ roJbl
MPOIIJIOTO BeKa, OBLI CEeTaH BBIBOJ, YTO TPAJUEHT
Bcd obmamaer xmaccmueckumMu (YHKIUSMH MOP-
¢orena. PazpuTne Bcex aHTEPUOPHBIX CTPYKTYP
sMOproHa Jp030(MIBI TOITHOCTHIO 3aBHUCHT OT
Bed, a B orcyrcrBue Bed ronoBHBIE W TpyAHBIE
CTPYKTYpHI 3aMemarTcs nocrepuopubiMu [10]. ber-
0 TaKXe Mmoka3aHo, yTo Mukpounbekunus MPHK
bcd mpoBOIUT K (QOPMHUPOBAHHMIO AHTEPHOPHBIX
CTPYKTYp BONUW3M caliTa wHbeKknuu. Hakonen, B
SKCIEPUMEHTAaX MO HU3MEHEHUIO 4YHcia Komuu bed
OBLIO TTPOJAEMOHCTPUPOBAHO, YTO TOPOTOBHIE 3HA-
YeHUsT KOHIEHTPAIHA 3TOTO TpajueHTa yCTaHaB-
JTUBAIOT TO3WIOHHN 3UTOTUYECKUX T'e€HOB-MHIIECHEN
B1oJb ocu A-I1. Oka3anock, 9TO YBEIHICHUE 1035
bcd (Tpu-1mecTs KOUUN) MPUBOAHMT K CABUTY 00-
JmacTedl dKcmpeccuu reHoB-muineHed Bcd — renos
gap W pair-rule — B mocTepuopHOM HamlpaBJIeHUH,
a yMmeHblleHue 1036l (1 komus) — B aHTEpUOp-
HOoM [11].

OnHako AanbHEWIIHE pe3ylbTaThl BO MHOTOM
YCIIOKHILUTH TIPEICTaBIeHUs 00 yCTaHOBICHHUH Tpa-
HUI| 3UTOTHYECKHUX I'eHOB rpanueHTtoMm Bced. Brino
BBISICHEHO, YTO CMeENIeHHe o0J1acTei 3KCIIpeccuu
TeHOB-MHUIIICHEH TPU U3MEHEHHUH 036l bcd 3aBUCUT
OT TOJIOXKEHHS ITHX 00JIacTe OTHOCUTEIHLHO YPOB-
Hi KoHUeHTpauuu Bcd. AHTepuopHble o0yacTu
HauOoJee YyBCTBUTEIBHBI K U3MEHEHUIO 103kl bcd,
a Tmo3uIuu 0oJice TMOCTEPUOPHBIX OOJacTel 3KC-
MPECCUU PearupyrT B MEHBIIEH CTENEeHU, YTO MpPH-
BOJIMT K CYXXEHHUIO NATTepHA B CIydae YBEITUYCHUS
O3Bl M K €ro pPacTsHKeHHWIO B ClIydae €€ yMEHb-
meHus. Ho maxe aHTepropHBIe 00JacTH cMemia-
IOTCSI B MEHBIIEH CTENEHHW, YEM MOJKHO OBLIO OBI

AHJIPEEB u 1p.

MPEANoJOXKUTh COTJIACHO CTaHAAPTHOW MOJENHU
CUMTHIBAHUS TOPOTOBBIX KOHIIEHTpAINi Mopdore-
Herudyeckoro rpaauenta [12,13]. bonee Toro, He-
JIaBHUE HCCIENOBAaHUs TOKa3ajld, 9TO Ha pPaHHUX
aTamax SMOPHUOHAIBHOTO Pa3BUTUS 00JACTH IKC-
MPECCHN TEHOB-MHUINICHEH CMEMATCI B IOJHOM
COOTBETCTBUHM C YBEIMYCHUEM WM YMEHBIICHHEM
o356l bcd, n nuus B HajdbHEHIIeM TreHHas CeTh
YAaCTUYHO AaJalTHPyeTcs K JaHHOMY H3MEHe-
Huro [14].

OTH pe3yapTaThl yKa3blBalOT HA TO, YTO pac-
mupoBKa MEXaHW3MOB HWHTepIperanuu HHOOp-
MaluH, 3aJ0XeHHON B rpamueHte Bcd, Bo3mMokHa
TOJIBKO B KOHTEKCTE TEHHOW CETH, C yUETOM B3aH-
MOJIEUCTBUA MAaTEPUHCKUX CUCTEM U 3UTOTHUYECKHUX
FeHOB-MUIlIEHEW. B oTinyne OT 3KCnepuMeHTasb-
HBIX NHOAXOJ0B, OCHOBAaHHBIX Ha MCIOJb30BaHUU
MYTaHTOB M T€HETUYECKHX KOHCTPYKTOB, MaTeMa-
TUYECKOE MOJETUPOBAHUE MO3BOJISIET PACCMOTPETh
TaKHe B3aMMOJICHCTBHS B WHTAKTHOM COCTOSHUH,
aJleKBAaTHO ONHUCAaTh HMX TOCIENCTBHSI W cHopmy-
JUPOBATh FUNOTE3BI A7 AaJbHEHIIENH SKCIIEpUMEH-
TaJbHOU MPOBEPKHU.

B osTo#i crathe MBI pa3paboTanu W U3YUHUIH
MTWHAMHAYECKOE MOBEICHNE MaTeMaTHYeCKOW Moe-
T, OMHCHIBAIOMIEH MO3UIMOHHYIO JUHAMHUKY 3JKC-
MPEeCCHU TEHOB-MHUIIEHEH B TYJOBHUIIHOM OTIENE
y BMOPHOHOB C M3MEHEHHBIM YHCIOM KOmuil bcd.
MBI mokazanu, 4TO MOJIENb KOPPEKTHO OMMCHIBAET
9KCIIEpUMEHTAJbHbIE JaHHbIE MO0 BapHadelbHOCTH
narrepHa Hb Tonpko meHoil nedekToB maTTEpHOB
OCTaJbHBIX T'€HOB gap, a TaKXe BBISBUIM KIOue-
BbIE€ PETYJISATOPHBIE B3aUMOJAEHCTBHUS B CETH, OT-
BETCTBEHHBIEC 3a 3TOT 3(Q(PEKT B MOIEIH.

MATEPUAJIBI 1 METOJbI

Jlng MoznenupoBaHMs 3KCIIPECCUU B CETH T'€HOB
gap OblIa HWCMONB30BAaHA MOJIENb, MPEIIOKEHHAs
B pabotax [15-18]. Monens omuceiBaeT 3KcCHpec-
cuto reHoB hb, Kruppel (Kr), giant (gt) u knirps
(kni) M COCTOHUT U3 CIEAYIOIHUX YpPaBHEHHUM:

dud N K
— "= Rg S Tbub(e) + Y Evi(r) + he | = Aud(r) +
b=1 c=1 (D
+ DUn)[(u (1) — uf(1)) + (uf, (1) — uf ()],

rae ué(t) — KOHUEHTpauusa Oenka a-ro reHa B i-M
sape aMOpuoHa Ha A-Il-ocu B MOMEHT ¢, TUHAMUKA
KOTOPOU OTMpECNsIieTCs B YpaBHEHUAX MOJICIU Tpe-
Msl MIPOIIECCAMHU — CHHTE30M, Jerpajaanuend u aud-
¢y3ueri. KoHcranta R ompenenser MaKCHMaib-
HYI0 HHTEHCUBHOCTH CHHTE3a a-To Oenka. @ yHKmus
g OIHMCHIBAET PETYNAIUI0 CHHTE3a U uMeeT popmy
T1aJKO# MOHOTOHHOHM (PyHKIIMH TEPEeKITIOYEeHHS C
HyJs (T€H HEaKTHBEH) 10 €IMHULBI (T€H 3KCIpec-
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CHUPYETCSl C MAKCUMAJIbHOW MHTEHCHUBHOCTBIO). Ap-
TYMEHT 3TOW (YHKIHH BKIIOYaeT B ce0s Bce pe-
TYIATOPHl @-TO TeHa. B WX d9uciio BXOOAT caMu
TeHBl gap, Peryaupyoine Apyr Apyra IOCPEACTBOM
CBOMX IPOJYKTOB dKcrpeccuu u?(r) (N =4), a takxke
u(r) (K = 3),
MPEACTABISAIOMMUX KOHIEHTPAaIlUd MaTepUHCKHUX
oenkoB Bed u Cad, a Takke TepMUHAIBHOTO Oeilka
TIl. Beca T® u E onpenensioT CHIy PETYIATOP-
HOTO BJUSHHS COOTBETCTBYIOIIMX TPaHCKPUIIIIH-
oHHBIX (hakTopoB. KoHcTaHTa h“ ompenensier mo-
por 6a3anpHOTO YPOBHS dKcnpeccuu. Pacnan Genka
MOJIETUPYeTCsl KaK JIMHEHHOe cllaraeMoe B ypaB-
HEHUH C KHHETHYEeCKOU KoHcTaHToU A4 [Tocnegnee
claraeMoe B ypaBHEHUU OMNHUCHIBaeT auddy3uro
OelKka B OJJHOMEPHOH IemoYKe siaep ¢ mapaMerpoM
mupdysun D% n), 3HadeHHE KOTOPOTO 3aBUCHUT OT
HOMepa IHUKJA IeJIeHUs sAep 1 B CHITY YMEHbBIICHUS
PacCTOSIHUSA MEXIy COCETHHUMHU SIpaMu TMOocie Ka-
KIOTO JEJIEeHHUS.

K NONONHUTENBHBIX PETYJISITOPOB

JnHamuika OGeTKOB-TIPOAYKTOB T€HOB gap MoOJe-
TUpyeTcsl BO BpEMEHHOM HWHTEpBajie OT Havaia IHK-
na nenenus 13 po konna nukna 14A. Cummerpuu-
HOCTh MATTEPHOB JKCIPECCHU B JTOPCOBEHTPATHHOM
HampaBIIEHUH B YMOPHUOHE TIO3BOJIIECT PEAYIIUPOBATH
3a7a4y K OJHOMEPHOM memouke sjep Baoiab A-II-
OCH, U3 KOTOPBIX pacCMaTPUBAIOTCA T€, KOTOPHIE
MomnaaalT B UHTepBal OT 35 10 92% IiuHBL M-
Opuona. B s3To#l mpocTpaHCTBeHHO# oOmactu cuc-
TeMa I'eHOB gap M PacCMOTpPEHHBIE PEryIsaTopsl Gop-
MHUPYIOT 3aMKHYTYIO cucTteMy. [lockonbKy OenkoBbie
MPOAYKTHI TEHOB gap TOJIHKO HAYMHAIOT MOSBIATHCS
B Haualie IuKJa 13, B KauecTBe HayaJIbHbIX YCIOBUM
B MOJIETTN OepyTcs HyJIeBble KOHIIEHTPALUU /ISl BCEX
aTUX OenKoB, KpoMe Oenmka Hb, 4bsi KOHIEHTpaIus
Ha Hadaimo 13-ro muKiIa mpeAcTaBiseT co0oi mpo-
CTPAHCTBEHHBIM T'pPaJlueHT MATEPUHCKOTO IMPOUCXO-
JKJICHUS.

Mogpens ycnemHo NpUMEHSIAch ISl ONUCAHUS
NAaTTEPHOB SKCIPECCMM TE€HOB gap IOUKOro THUIIA
[16,17,22] u mynb-myranToB mo reny Kr [18]. Ha
CeTONHSIIHUN JEeHb 3Ta MOJENb Npeayiaraer Hawu-
0oJiee TOYHYIO aMIPOKCHUMAIUIO CYIIECTBYIOLIUX
9KCIIEpUMEHTAJIBHBIX JTaHHBIX 10 3KCIPECCUH T€HOB
CerMEeHTalluH, a TaK)Ke MPaBUJIbHO MPEICKa3bIBaeT
Bapua0eNbHOCTh TaKMX KapTHUH 3KCIPECCHH, Ha-
OromaemMylo B €CTeCTBEHHBIX yciaoBusax [17,19,20].

Jna mMopmenupoBaHHMS OTBEeTa TE€HOB gap Ha
0omee MacmTabHYIO BapuabeIbHOCTh MATEPHUHCKUX
($hakTOpOB, OBUTM UCHOJIB30BaHBI OMYOJUKOBAHHEIC
paHee SKClepuMeHTalIbHbIE JaHHBIE M0 IKCIIPECCUH
reHa hb Tpu pa3HBIX KOHUeHTpauusax Oenka Bced
B TPAaHCT'€HHBIX JMHUAX Apo3odmi. B aTux skcme-
puMeHTax KoHIeHTparuto Bcd Beipaxkanmum uepes
KOJIMYECTBO 103 ATOro Oenka, mpuyeM 103a, paB-
Hasl eIMHUIE, COOTBETCTBOBaNa KOHI[eHTparuu Bed
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Puc. 1. OtBer reHa hb Ha wu3MeHeHHe 03Bl Oenka
Bed mo skcmepuMeHTaIbHBIM AaHHBIM U3 paboThl [14].
Kaxnas u3 mATH THHAN COOTBETCTBYET NUHAMHKE II0-
CTEPUOPHOIl TpaHUIBI aHTEPUOPHOTO JOMEHa B MAaT-
TepHe 3kcrpeccun Hb ang coorBercTByromieil TpaHc-
TeHHOW JNUHUHU Apo3odui ¢ no3oii Bed d. Bpemennas
IIKaJla OTCUUTBHIBAaeTcs OT Hadasna 13-ro mukia nene-
Hus. 1o ocu opaUHAT OTIOKEHO MOJIOKEHUE I'PAHUIIBI
B IIPOLEHTaX OT JUIMHBI HMOpuoHa. PucyHok mocrpoen
myTeM olU(pPOBKHU pucyHka S7,D W3 DOMONHUTENBHBIX
MaTepuanoB K cratbe [14].

y aMOpuoHoB aukoro tuma [l14]. Ha puc. 1 mo-
Ka3aHa JMHAMHUKA I[OCTEPUOPHOW IpaHHUIBl AHTE-
PHOPHOTO OMEHA DKCIPECCHUU TeHa hb s msITh
no3 Oenka Bed.

HoBrie 3HadeHns Bcex mapamMeTpoB B MOJETH
(1) HAaXOTUIHUCHh YHMCICHHOW MHUHHMHU3amueid (QyHK-
[IHOHAJa Ka4ecTBa, OMPEAENSIONmero 0JIn30CTh pe-
MIEHUS B MOJENN K DKCIIEPUMEHTAIHHBIM JTaHHBIM
M0 KOHIICHTPAIIUSIM U CIBUTAM aHTEPUOPHOTO JI0-
merna Hb npm Bapumamum mo3sr Becd. Ha mepBom
JTare uccienoBaHus QYHKIHOHAN BRIOUpacs cle-
IyIOmMuM 00pa3om:

Fy= D ((t) — g, (1)) + 2)
a,i,j
+ 20, (1) = X8 (1)) + P(g).
dk
rae u¢ u uly, — KOHIEHTpauus a-ro Oenka B i-M

siApe, MOJydeHHAss U3 PElIeHUs] MOJEIbHBIX ypaB-
HeHuil (1) U U3 IKCIEpUMEHTANbHBIX JTAHHBIX CO-

oTBercTBeHHO; X" 1 x!0 — nocrepuopnas rpannna

AHTEPHOPHOTO JOMEHa B IATTEPHE OJKCIPECCHH
Hb, Bbruncnennas u3 pemenns ull® s Genxa Hb

N U3 OKCHCPUMEHTAJIBHBIX AaHHBIX u?dbat’

CTBEHHO, B MOMEHT #;, ¥ 1as 1036l Bed, 0603Ha-
yeHHOH uepe3 d. Beca 0, moaOupanuce sMnupu-
YecKHd B XOJl¢ ONTHMH3ALMH UIsi OalaHca MEexXIy
pa3HeIMHM Bkiagamu B ¢yHknuoHan. Cymmuposa-

COOTBCT-
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Puc. 2. OtBer reHa hb Ha wu3MeHeHuwe 1036l Bed B
Moznenu (1) ¢ 3HAYEHUAMH HapaMeTpoB M3 PabOTHI
[17], B cpaBHEHUHU C 3KCIEPUMEHTAJIbHBIMH JaHHBIMU
nu3 puc. 1. (a) — JluHaMHMKa NMOCTEPUOPHOH TI'paHMIIBI
aHTepuopHoro gomeHa Hb B pemeHun MoaenbHBIX
ypaBHEHUH mpu pas3nuyHbeix no3ax Bed d. (6) — Ilo-
JIO’)KEHHWE 9TOH I'paHMIBI B 3aBHCUMOCTH OT 103bl Bed
d B QUKCUPOBAHHBIH MOMEHT BpeMeHH (f = 68 MuH)
B pEIICHHH W SKCIEPUMEHTAIBHBIX TaHHBIX.

HUE NPOU3BOAMUTCA IO BCeM O€lIKaM d, MO BCEM
sapaMm i u3 uaTepBana 35-92% nnuHel SMOpHOHA
Ha A-Il-ocu (30 samep B 13-m u 58 smep B 14-m
KJIETOYHBIX ITUKJIAX), IO IEBSTH BPEMEHAM g (oauH
B 1LMKJe JeleHus 13 u Bocempb B nukie 14A), auas
KOTOPBIX HMEIOTCA JKCIIEpUMEHTAJbHBIE IaHHBIE,
no no3am Bed d, a Takxe mo nmATH BpeMEHaM Iy,
JI KOTOPBIX €CTh JKCIIEpUMEHTAJIbHbIE JaHHBIE
nas rpanunsl Hb (em. puc. 1). @yakuus P(g) ot
BEKTOpa mapamerpoB ¢ = (T, E%, h%), BXoAAIHX
B apryMmeHT ¢yHkuuu g B (1), urpaer pons mrpad-
HOW (GYHKIUU (peryiasipu3allMOHHBIA dIIeH), MpH-
3BaHHOW KOHTPOJHPOBATH pa3Mep 00J1acTH MOMCKa
B MPOCTPAHCTBE NMapaMeTpoB: P MPUHUMAET MEHb-
LIMe 3HAYEHHUS INPHU MEHbIIHUX 3HAUYEHHUSX HOPMBI
BeKTOpa mapaMeTpoB (cMm. geranu B pabote [18]).

AHJIPEEB n 1p.

Ha BTOpoM »sTame uccneqoBaHUS MHHUMH3U-
poBajcsi (QYHKIHOHAJI, B KOTOPOM ONH30CTH pe-
IIEHUS 110 KOHIGHTPAaIHMSIM KOHTPOJIMPOBANACh
tosnbpko st Hb:

Fy= Y (ul™(t) — ulh (1)) + )
ij

+ Zed(x”b(fk,@ —x}b (t,.d))* + P(q).

d.k

OyaknuoHansl (2) u (3) MUHEMHU3UPOBAIUCH
METOJ0M pa3HOCTHOH 3Bomoruu [20].

I'panuna x"’ Beramcnsnack Kak MOJIOKEHHE B
nokanbHOU obnactu Ha A-Il-ocu, cOOTBETCTBYIO-
el GpopMUPOBAHUIO MOCTEPHUOPHOM T'PaHUIBI aH-
TepuopHOTO MOoMeHa Oenka Hb, B koTopom pemte-
HUE 7 3TOTO OeslKka B MOJENU AOCTHUralio HOJy-
MaKCHMaJIbHOM BEIIMYHHBI.

PE3VIJIBTATBI M1 OBCYXJEHUE

Mogens (1) Obl1a UccnenoBaHa paHee B pa3HBIX
KOHTEKCTaX, B YACTHOCTH OBIIM TOJIYYCHBI 3Haue-
HUS apaMeTPOB, IPH KOTOPBIX PEIICHHE PaBUIb-
HO OMNMCHIBACT SKCIIEPUMEHTAJIbHbIE IaHHBIE IO
9KCIIPECCHHM TE€HOB gap B AHUKOM THme U Kr-my-
taHTax [15-20]. DT 3HAYECHUSA HAXOAMJIUCH ITyTEM
YUCIEHHON MHMHMMH3allMi aHajora (yHKIHOHala
(2), B KOTOPOM OTCYTCTBOBAIM ciaraembie ¢ x"°.
OnHaKo BBIYMCICHHS IMOKAa3ajdd, YTO TPH TaKUX
3HAYCHHSIX MapaMeTpoB pEIICHHE HEenpaBIIbHO
OIHCHIBAET CABUTU NMAaTTEPHA IKCIPECCUU reHa hb
npu usMmeHeHuu no3bl Bed (puc. 1, 2). Takum
00pa3om, IpenIoKeHHasi paHee MOJIETIb CETH TeHOB
gap He ONHUCHIBAET MEXaHHU3Mbl, OTBETCTBEHHBIE 32
¢bopMupoBaHNE NATTEPHOB DKCIPECCHH, YCTONYH-
BBIX K CHJBHBIM BO3MYIIEHHUSIM MOpP(OreHoB.

U3 puc. 1 cnenyer, uto ¢ poctom n036l Bed
d mocrepropHas TpaHHIAa AHTEPHOPHOTO IOMEHa
Hb B memom cmerraercs B mMOCTEPHOPHYIO 00JIACTh,
YTO COOTBETCTBYET aKTUBHUpYIomIeh ponu Bed [23].
B mogenu »ToT 3ddexkT mposBiseTcs NHUIIb Yac-
TUYHO, T.€. IPU yBeIW4YeHHH 0036l Bcd rpanuna
x"P cpiBUraeTcs MoCTEPUOPHO 3HAYUTENLHO MEHBLIE
W He JUIsl BCeX MHTEpBaJioB n3MeHeHus d (puc. 20).
MOXHO OTMETUThH TPU (a3bl U3MEHEHUS TPaHUIIBI
Hb B monenu: oHa cmemniaercss moCTEPUOPHO MpPHU
yBenudenuu d ot 0,50 mo 0,78, 3aTeM aHTEpUOpPHO
npu yBenuuennu d ot 0,78 mo 1,00, m HakoHeI
CHOBA MOCTEPHOPHO MPH JANbHEHIIEM YBETUICHUU
d. ®a3za c aHTEPUOPHBIMH cABMraMu x"? He moxer
OBITH 00BsiICHEHA TpsAMBIM BiusiHueM Bed wu, cie-
JIOBaTENbHO, SBISETCS pE3yJIbTaTOM MEKICHHBIX
B3aMMOJICICTBHI B CETH TE€HOB gap.

Y100OBl BBIACHUTH, KaKH€ B3aUMOIEHCTBUSI B
CETH BHOCSIT OCHOBHOM BKJIaJ B TaKO€ HEMOHO-
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TOHHO€ noBenenue x kak Gynkuuu ot 10361 Bed,
OBLIT TIPOBENIEH PEryISITOPHBIA aHanmu3 moxaenu (1),
B X0Zl€ KOTOPOI'0 MCCIENOBAINCH PEryIiTOPHbIE
BKJaabl B okcrpeccuto Hb B okpectHOocTH X M
W3MEHECHHE ITHX BKJIAJOB MPH Bapualll KOHICH-
Tpauun Bcd B ypaBHeHUAX («KpHBBIE OTBETa» pe-
TyIATOPHBIX BKJIaJoB Ha u3MeHeHue Bced). Pery-
JATOPHBIM BKJIAJOM OT TPaHCKPUIILIMOHHOTO (hax-
Topa b B 3KCIpPECCHIO T'eHa a Ha3bIBaeTcs claraemMoe
u3 aprymenta ¢yHkuum cuHTe3a g B (1) Buma
T%ub(r), ecnmu b — ren gap, mam E®vb(r) s
BHEIIHUX perynsaTopos (bcd, cad, tll). Peryasarop-
HBIH BKJIAJl OT HECKOJBKUX T€HOB MpPEACTaBISIETCS
B BUJE CYMMBI BKJaJOB OTIENbHBIX I'€HOB. Takum
obpa3om, uyem Oompmie JoJdsI KaKOTO-TO TpaHC-
KPUILMOHHOTO (akTopa B 00LIEM PEryasiTOPHOM
BKJaJe B TeH a (IojgHas cyMMa B apryMeHTe
GyHKIUN g), TeM CHUJbHEE €ro BIMSHUE Ha 3KC-
MNPECCUI0 3TOr0 TE€HAa OTHOCUTENBHO OCTaJbHBIX
pEeryIsaTOpOB.

I[Tomumo hb, Bcd B Momenu akTUBHUPYIOT OC-
TaJbHBIE TeHBl gap — Kr, gt u kni. I3 nutepaTtypsl
U3BECTHO, YTO MNPOAYKTHl 3THUX T'€HOB SBIAIOTCA
pernpecccopamu hb [4,23]. IlodTOMy KpHBEIE, OIIH-
CBIBAIONIME PETyISATOPHBIE BKJIAABl I3THX TPeX pe-
MpeccopoB (COBMECTHO WJIM MOTAPHO), TEOPETHIe-
CKHM JOJDKHBI ONpenensiTh MOBEJIEeHHE IOCTepUop-
HOW TpaHWUIBI aHTEPUOPHOTO JOMEHa hb Npu U3-
MeHeHuUu KoHueHTpauuu Bced. Brluncnenus moka-
3BIBAIOT, YTO KPHUBBIE OTBETA Ha HM3MEHEHUE J03bI
Bed aTtuX perynaTOpHBIX BKJIaJOB HEMOHOTOHHBI
(puc. 3). Penpeccus Hb ycunuBaercs B OTBET Ha
coBmectHoe peiictBue Kr, Gt m Kni mpu pocre
KoHLeHTpauuu Bced B pailioHe cpeqHHX 3HAYECHUU
3TON KOHIUEHTpauuu (KpuBas OTBETA yXOJUT J1ajb-
e B 00JIaCTh OTPUIIATEIBHBIX 3HAYEHHN apryMeH-
Ta (QYHKIMU ¢ TpU pocTe KoHueHTpauuu Bcd).
OnucanHass HEMOHOTOHHOCTh JTON KPHUBOM OIIpe-
JlenseT aHaJOTHYHYI0 HEMOHOTOHHOCTh 3aBHUCHMO-
ctu x" or xonuenrpauum Bcd mHa puc. 26.

Takoil xapakTep 3aBUCUMOCTH COBMECTHBIX pe-
TYIATOPHBIX BKJIan0B Kr, gt U kni OT KOHIIEHTpa-
nuu Bcd MOKHO OOBSCHHUTH CIEAYIOIIUM 00pa3oM.
I'maBHbIM perynsatopoMm hb B oGnactu ¢Gopmupo-
BaHUS IOCTEPUOPHON I'PaHULIBI AHTEPUOPHOTO 10-
meHa Hb sBnserca pemnpeccop Kni [16-20,22,23].
[Ipu wmaneix koHmeHTpanusx Bed B 3T0#l mpo-
CTPaHCTBEHHOW 00nacTu sKkcupeccust hb HaXoaUTCS
MoJi KOHTPOJIEM JIBYX M3 TpeX T'CHOB gap — gt |
kni. Oto cnmemyer u3 TOoro (hakra, YTO KpHUBas
peryasaTOpHOTO BKJajJa OT TpeX TIEeHOB gap Ha
puc. 3 6IM3KO MOAXOAUT K KPUBOH PErylIsiTOPHOTO
BKJaJa OT O3THX J[BYX T€HOB B HIJKHEH YacTh
pUCYHKa, T.e. BIUsHUE Tperbero rena (Kr) He
NPUBOJIUT K PACXOXKICHHUIO 3THUX JIBYX KPHUBBIX H,
CIIeNOBaTENbHO, OYEHb MaJl0 B 3TOH 00JacCTH KOH-
nentpanuii Bed. Gt B mMozenu sBisieTcss cliaObIM
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Puc. 3. KpuBble oTBera pasiWYHBIX PEryIsTOPHBIX
BKJAJIOB B pEryninuio reHa hb Ha W3MEHEHHE KOH-
neHTpauuu Bed. [TokazaH cyMMapHBIA peryasTOpPHBII
Bkiaazg oT Tpex T® (Kr, Gt, Kni), a Takxe cymmapHbIe
BKJaAbsl OT KoMOuHamuii u3 aByx T®, BeIUHCICHHBIE
(kaK OMHCaHO B TEKCTE) B MOMEHT ! = 55 MHH OT
Hayana 13-ro nMKna fAeneHus U Ui NPOCTPAHCTBEH-
HOTrOo mosioxkeHus: Ha ocu A-II, paBHOrO 47% ANUHBI
SMOpHOHA, — INPHUMEPHOTO PACHOJIOKEHHS T'PaHHIEI
x B sM6puonax aukoro tTuma. [opU30HTaNbHAS MyHK-
THpHAs JUHUSA OTMe4yaeT KOHIeHTpanuio Bcd B Takux
IMOpPHOHAX.

akTuBaTopoM hb [16-20,22,23], u 3anHss rpaHuLIa
€ro aHTEepPHUOPHOTO AoMeHa (opMHpYyeTcsd BOJIW3HU
x" no OGnuxke K mnepeaHeMy KOHIy SMOpHOHA.
[TosToMy mpm pocte koHIeHTpanuu Bcd akTmBa-
nust oT Gt crmocoOCTBYET MOCTEPUOPHOMY CIABHUTY
x"_  Onnaxo Bed Takke sBisercs AKTUBATOPOM
Kr, BcnenmctBue 4ero mpu poCTe KOHIEHTpPAIUH
Bcd anTepuopHO caBuTaeTrcs aHTepHOpHAs TPaHH-
na (6mwkaiimas k x?) nomena Kr. B pesynbrate
3TOr0 NpHU JalbHEWIIEM YBEIUYCHHU KOHIICHTpa-
nnu Bed pacrer penpeccupyromee Bnusane Kr zHa
hb n Ha gt, U 3TO MPHUBOJAUT K TOMY, YTO peEry-
naropueii Bknax Gt ocmabeBaer, a Bkuam Kr
pacTeT B OKpecTHOCcTH x"°. DT0 BEIpaxaercsa B
TOM, 4YTO KpHBas BKJIaJ0B OT TpeX '€éHOB Ha pHcC. 3
0oTX0IUT OT KpuBod BkiaaaoB Kni u Gt u mpu-
Ommkaercs o4eHb ONM3KO K KpuBO# BkiagoB Kni
n Kr. Takum o0pa3om, B COOTBETCTBYIOLIEH 00-
macTu KoHieHTpauuit Bcd B Tpolike reHoB gap
OKCKJIO3UBHBIMU PETyIATOpPaMH 3aJHEW TpaHUIIbI
nepennero momeHa Hb sBasrorcs Kni m Kr, gro
JUIS. TUKOTO THUIa BIIEpBbIE OBLIO ONMHCAHO B pa-
6ote [16].

Takum oOpa3oM, HEMOHOTOHHBIH XapakTep U3-
MEHEHHSI PEryJISTOPHBIX BKJIAJOB B JKCIPECCHIO
hb u, xak ciencTBHE, TaKOH € HEMOHOTOHHBIA
XapakTep CABUTOB X"’ mpu W3MeHEHHMH KOHIEH-
Tpauu Bed cBsizaHBI ¢ epexoJoM peryiIsiTopHOTO
koHTpoJda rpanunsl Hb ot maper Gt u Kni k nape
Kr u Kni [20]. B3aumoneiictBus B Ttpoiike Hb,
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3HaveHus mapamerpoB B Mojenu (1), mosnydeHHbIe YHCIEHHOW ONTHMHU3AaNUed ¢ Moau(UIUpOBaHHBIM (QYHKIHO-

HaioM (3)
Hb Kr Gt Kni Cad Tl Bed

hb 0,0209 -0,0007 0,0218 -0,1114 0,0041 0,0026 0,0256
Kr -0,0252 0,0351 -0,0421 —0,0431/9% 0,0235 -0,2014 0,1186
gt | —0,0375/5% | -0,1052/48% 0,0096 0,0030 0,0234 -0,0108 0,1996/28%
kni | -0,0878/3% —-0,0004 -0,0169 0,0134 0,0197 -0,0448/71% 0,0133

R 15,00 10,35 15,00 15,00

D 0,16 0,16 0,16 0,16

A 9,51 15,88 9,62 13,16

[pumeyanue. [TepBble MATH CTPOK COJEPHKAT 3HAUEHHS DIEMEHTOB PeryiaTopHoil MaTpuusl T (ctonbupl 2-5) u E (cTon6usl
6-8). B mepBoii cTpoke TaOIUIBI NpPUBEIEHBl Ha3BaHHSA TPAHCKPUIILHUOHHBIX ()aKTOPOB, B IEPBOM CTOJOIE — Ha3BaHUSA
TeHOB-MHIICHEH M Opyrue mapamerpsl. Uepe3 4epTy NpHUBEACHBI BENHYMHBI a0COTIOTHOW pa3HMIBI 3HAYEHHUS IapaMmerpa C
TaKMM JK€ 3HadeHMeM u3 paborel [17], mpuyem 3Ta pa3HMLa BBIYMCIEHA B IPOLEHTaX OT MaKCHMAaJIbHOTO 3HAYCHUS
perynaropubix mapamerpos B Tabaume (TTILK" = _02014); pasuuna npuseneHa B Tabiulle TOJBKO IS MapaMeTpPOB, IS
KOTOPHBIX OHa cocraBisier 6onee 1%. Tpu perynraTopHBIX HapaMeTpa ¢ MaKCHUMaIbHON pa3sHHUIEH OTMEUeHbI KUPHBIM mIpH(TOM.
IMocnenuue TpU CTPOKU COJAEPKAT 3HAYCHHUS TapaMerpoB R4, A4 u D¢ (kospduuueHt nupdysun B 14-M KIECTOYHOM LHUKIIE)
JUISL COOTBETCTBYIOIINX TPAHCKPUIIIMOHHEIX (PAKTOPOB U3 IEpBOH CTpOKM TaOmuisl. 3HadeHUs mapaMmerpa h? GUKCHPOBAINCH

B XOJ€ ONTHUMHU3anuu: h¢ = -2.5.

Gt, Kr ABAAIOTCS KIIOYEBBIMH IS 3TOTO (eHOo-
MeEHa.

YTOOBI BBISICHUTB, SIBISIETCS JIM HENPaBUIbHBII
OTKJIMK IIOJIOXKEHMsSI IpaHuubl nomeHa Hb na wus-
MeHeHue A036 Bcd B Monenu NpUHOHIHUATBHOMN
TPYAHOCTBIO CaMOW MOJENH WU €CTh CIIEACTBUE
BHIOpAHHBIX 3HAYEHUN MapamMeTpoB, OblIa MpOBe-
JeHa HOBas YHCICHHAs ONTHMHU3AIUS 3HAYCHHI
napamMerpoB. B xome 3Tol onTHUMHU3aLUM MUHU-
MH3UPOBAJICd MOIU(PUIMPOBAHHBIN (YyHKIHOHAI,
XapaKTepU3yIIIUi OIU30CTh pelleHus MOJenu K
9KCIIEPUMEHTAIBHBIM JaHHBIM 110 JKCIIPECCHUU Te-
HOB gap, a Takke 0JIM30CTh rpanuibl X"’ B Monenu
K COOTBETCTBYIOIEH I'PaHHULE B 3KCIEPUMEHTAalb-
HBIX JaHHBIX NpH dYeTwslpex no3ax Bed: d = 0,50;
0,78; 1,0; 1,4; 2,0, rne mo3za d = 1,0, xkak ObLIO
yKa3aHO BBIIIE, COOTBETCTBYET KOHIEHTPAIUU 3TO-
ro Oenka y sMOpuUOHOB jaukoro tuma. Ha mepsom
dTane YUCICHHO MHHUMHU3HPOBAJCH (HYHKIIHOHAI
(2), B KOTOPOM KOHTPOJHpOBajack OMU30CTH pe-
LICHWS K JaHHBIM 110 KOHIIEHTPAIUsAM BCeX OEIKOB.
OTOT QYHKIIMOHAJ MMOJydaycs MPOCTO MoOaBICHU-
eM K QyHKIHOHAaIy, HCIOJb30BaBIIeMycs B paboTe
[18], ciaraembIX, KOHTPOJIUPYIOMMX OIU30CTh Xx/P
K COOTBETCTBYIOUIUM 3KCIEPUMEHTaJIbHBIM 3Hade-
HUAM. B pesynpTaTe MHOTOYHMCIEHHBIX 3aIyCKOB
ONTHUMHU3ALHUKU C PA3TUYHBIMU 3HAUYEHUSIMU BECOB
0 Opn BBIOpaH ny4mwuii HabOp 3HAYEHWH mMapa-
MeTpoB. [10CKONBKY 3KCIepUMEHTalIbHbIE JaHHbIE
[0 CIBUIaM KapTHUH 3KCIPECCUU I'€HOB gap ObuIH
W3BECTHBI TOJNBKO 11si Hb, Ha BTOpoMm sTame Obuin
MOJIYy4YeHBl Pe3yJbTaThl IO YHUCICHHOM MHUHUMU3A-

nnu QyHknuonana (3), B KOTOpOM OJU30CTH pe-
HIeHUH M JAaHHBIX MO KOHLEHTPAaLUSIM KOHTPOJIH-
poBajach Takxe Toabko 118 Hb. [IpumepHo Tperh
3aMyCKOB C TaKUM (YHKIIMOHAIIOM 3aKaHYMBAJIOCHh
¢ HabopoM 3HA4YeHWU MapamMeTpoB, KOTOpPHIE Ja-
BaJM pEIIeHNE, KaYeCTBEHHO OJIM3KOe K TOMY, YTO
MOJy4yaloCch NpPU 3HAYEHHUSX IapaMeTpoB, MOJY-
YEeHHBIX B ciiydae ¢ QyHKIuoHaIoM (2).

B pesynbpraTe aHanu3a NOJY4YEHHBIX 3HAYEHUM
nmapaMeTpoB OBITM BBIOPAaHBI KOHCEHCYCHBIE 3Ha-
yeHus (Tabauima). Bce kauecTBEeHHBIE CBOMCTBA TO-
MOJIOTUU PETYISATOPHBIX B3aUMOJEHCTBUI B CETHU
FEHOB gap OMHUCHIBAIOTCA 3TUMH 3HA4YEHUSIMH [16—
20]. boxnee Toro, 3HaYeHHS OOJBIIMHCTBA PEryIi-
TOPHBIX ITAPAMETPOB MOJYIHIUCH OUEHb OIU3KUMHU
K 3HAYEHHSIM, KOTOPbI€ OBIIU MOJyYeHBl 0e3 yuera
uHdpopmanuu o Bapuanuu o3 Bed [17]. Uckinro-
YEHHUE COCTABIISIIOT TPU Mapamerpa, KOTOpbIe 3Ha-
YUTEIbHO u3MeHunuch (tabnuma). Bo-mepBrix,
YMEHBIINIACh aKTUBAIUA JKCIIPECCUU gt TOJ Jeil-
ctBueM Bced. Takoe ymeHblIeHHE aKTUBALlUM MpPH-
BEJI0O K TOMY, YTO aHTepuopHbId nomeH Gt mepe-
cran ¢GopMHPOBaThCA B pelieHnd. Bo-BTopeix, Kr
CTall MEHbIIE pEernpeccupoBaTh gf. DTO CBI3aHO C
TeM, 4YTO CHJIbHAs perpeccus yxe HE HYKXHa B
AHTEPUOPHOW oOnacTu B CUIy OTCYTCTBUSA TaM
nomena Gt (ucronb3oBaHue mrpadHOl QyHKIIUH
B (hyHKIIMOHaJIe KadyecTBa BEET K OOJBIIEH Bepo-
STHOCTH HAaXO0XJIEHUS MEHbIINX 3HAYEHUH mapa-
METPOB), a TAK)KE CBSI3aHO C COXpaHEeHUeM OajlaHca
Mexnay aktuBaumeil (ot Bed) m pempeccueit (ot
Kr) nns perynasuuu mocTrepuopHOro JOMEHa 3KC-
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57.8 635 692 749 80.6 863 92.0

[Tonoxenwne, % A-II-ocu

Puc. 4. Pemwenne mis Hb B Mozmenu ¢ HOBBIMU 3HAYEHUSAMHM IapaMeTpOB NPU pas3inuuHbIX no3ax Bcd d. I'paduku
pelleHns TOCTPOEHBl A MOMEHTa ¢ = 68 MUH OT Havana 13-ro nMKiIa geneHus.
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Puc. 5. Ananor puc. 2, HO Ul HOBBIX 3HaueHHil
napameTrpoB (tabsiuna).

npeccuu gt. HakoHel, 3HaUUTENbHO YMEHbUINIIACh
penpeccust kni co cropousl TIL
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Puc. 6. Ananor puc. 3, HO Il HOBBIX 3HAuYEHHI
nmapameTpoB (tadiuma).

[Ipu Takux W3MEHEHHUSX B 3HAYCHHUAX IMapa-
MeTpoB pemienue ang Hb pemoHcTpupyer mpa-
BUWJIBHBIN OTBET Ha uU3MeHeHue 036l Bed (puc. 4—
5). Kpupas x"(d) (puc. 56) mpakTHUYecKH COBMA-
JAeT C AKCHEPUMEHTAIbHON KaK B 00JIaCTH MalbIX
o3 Bed, Tak 1 B oOnactu 00apmux 03. YToOBI
MOHATHh, KAKUM 00pa3oM HM3MEHEHHUS B 3HAYECHUH
apaMeTpOB NPUBEIH K YJIYYLIECHUIO KauyecTBa M0 -
TOHKHM MOJENH K JaHHBIM B 3THX ABYX AMANa3oHax
W3MeHeHUs KoHleHTpanuu Bed, Obu1 mpoBenen pe-
T'YJASTOPHBIN aHAJIHW3 U MOCTPOCHBI KPUBHIE OTBETA
pPEryIsATOPHBIX BKJAJOB B 3KCIpeccuio hb Ha u3-
MeHeHnue 103 Bed (puc. 6). B oTtiauuue ot crapsix
3HaYeHUU MmapaMmeTpoB (puc. 2), s HOBBIX 3Ha-
YeHUH KpHUBas OTBETa SIBISETCS MOHOTOHHOM, T.e.
MIpH yBEIUYEHUHN KOHIeHTpanuu Bed aHTeprnopHBIT
nomed Hb Bcerma casuraercs K 3aJiHEMY KOHIY
SMOpHOHA. YMEHBbUICHHE aKTUBALUU 3KCIPECCHH
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gt mon peiictBueM Bcd mpu HOBBIX 3HAYEHUSIX
nmapaMeTpoB M CBSI3aHHOE C J3TUM TaJIeHWe KOH-
nentpanuu Gt B aHTEPUOPHOM JTOMEHE MPHUBOIUT
K ocia0JIeHHIo peryasTopHoro Bosneiicteus Gt Ha
hb B o6mactu, cooTBercTByromeil x?. Kax cnen-
creue, Gt Oojbmie He KOHTpoampyer hb B 3TOH
OKPECTHOCTH, U BKJIaJ OT T€HOB gap B PEryisiuio
x"’ mpu Bcex KoHueHTpauMsax Bcd moutu mosHo-
CTBIO OTpeJeNnsieTcs BKJIagaMd TOJIbKO JABYX T'€HOB
— kni u Kr (puc. 6). Ilpu maneix nposzax Bced
YPOBEHb aKTHUBAaLMK hb B aHTEpUOPHOU 001acTH
nonmwxeH (B orcyrcreue Gt) m moromy x"? cnsu-
raerca Oojiee CHHXPOHHO C OJHU3KOW TpaHUIEH
obnactu skcnpeccunn Kr. Ilpm OGonmpmmux mozax
Bed akTuBanus hb ysenuuusaercs u x? cupuraercs
K 3aJHeMy KOHIy 3MOpHUOHA, TIe 3HAYUTEIHHO
CHUJIBbHEE BIHUSAHHE pemnpeccuu oT kni. OnHAKO
YMEHbIICHUE pPEenpeccuu kni CO CTOPOHBI CaMoOTO
nocrepuopHoro peryasropa — Tl — mpu HOBBIX
3HAYEHMSIX [apaMeTpoB B MOJENHU IMO3BOJISET 00-
nactu skcrpeccun Kni 6onee cBo6G0gHO ciBUTaThCs
nocrepuopHo. Cienosatensno, x" Gonee cBo6o -
HO CABWTAeTcs K 3aJHEMy KOHIy 3MOpHOHa TpH
6ompmux no3ax Bed, 9To m ompenenser mpaBuiIb-
HO€ TIOBENEHHE MMOCTEPHOPHON TPAHUIBEI aHTEpPH-
oproro nmomeHa Hb B »roit oOmactu 3HAUYECHHI
KoHmeHTpanuu Bed.

SAKJIIOYEHHNE

B pabote uccnenoBaHa MOJENb KCHPECCHH B
CETH TI'€HOB gap B YCJIOBMAX CHUIBHOW BapHalUu
KoHIleHTpanuu Mopdorena Bced, xoTopasi, cornac-
HO AM3aliHy sKcmepuMeHTa B pabote [14], BrIpa-
JKeHa 4Yepe3 KOJMYECTBO A03 3TOro OenKa M Baph-
HpYET B Ipenenaax oT MOJOBUHBI 10 JBOMHOU T03bI
(1o3a, paBHas eIMHMIE, COOTBETCTBYET KOHIICH-
Tpauuu Bcd y smOpmoHOB nmukoro Ttuma). Takoe
HCCIICAOBAHUE SBIISICTCA BAaXHBIM TECTOM MOACIIb-
HOTO TMOJX0Jia, B KOTOPOM 3HA4YeHHs MMapaMeTpoB
HaXoOsaTCA HOI[FOHKOﬁ pemi€Hud K OKCOCPUMCEH-
TaJbHBIM JAaHHBIM IO KOHHOCHTpANHUAM IMPOAYKTOB
AKCIPECCUU ISl NUKOTO THUIA W/MIH I OTIETb-
HBIX MYTAQHTHBIX T'€HOTHIIOB.

[TonydeHHbIe pe3yAbTATHl MO3BOJSIOT BBIIE-
JIUTHh PEryIsATOPHBIE B3aWUMOJECHCTBUS MEXIy Te-
HaMu hb W gt Kak KIIOYEBBIE I IPaBUIBHOTO
MOBENICHHUS] AaHTEPUOPHOTO JOMEHA JKcrpeccuu hb
npu Bapuarnuu 1036 Bed. B BapmanTtax monmenwu,
B KOTOPHIX Gt y4acTBYET B PEryJISAIHHN dKCIIPECCUHU
hb B aHTEpUOPHOM JOMEHE, CABUTHU 3aJHEH Tpa-
HHIBI 3TOTO JIOMEHa HE COOTBETCTBYIOT JKCIIEpHU-
MEHTaJIbHBIM JaHHBIM. boyiee TOro, 3Ta TpaHHUIA
SBISETCI HEMOHOTOHHOW (YHKIMEeW KOHIEHTpa-
uun Bed. IlpaBunbHOE MOBENEHHE TpPaHULBL J10-
MeHa Hb monydaercst TOTpKO B BapHaHTaX MOJIENH,
r7e KOHTPOJb DTOH TpaHUIBl CO CTOPOHBI gf OT-

AHJIPEEB u 1p.

cyTcTBYeT. B aToM cnydae rpanuna Hb Mmonotonno
3aBUCUT OT KOHIleHTpauuu Bed.

HemoHOTOHHBIN XapakTep 3aBUCHUMOCTH Tpa-
HuIbl goMeHa Hb ot kxonmentpamum Bced nexwut
B OCHOBE yCTOWYMBOCTH (OPMUPOBAHUS KapTUH
skcrpeccun reHoB gap [20] B Mojenu, omMHUCaHHOMN
B pabore [17]. OTa ycTOHYMBOCTH 3aKIIOYAETCsA B
TOM, YTO BapuabelbHOCTh O3UIIMOHUPOBAHUS 00-
JIaCTEN SKCIPECCUU T'€HOB gap 3HAYUTEIbHO MEHb-
e eCTECTBEHHOW BapuabelbHOCTH MoOpQoreHa
Bed, T.e. BapmaOenbHOCTH KOHIEHTPAIMHU DSTOTO
Oenka B sMOpumoHax amkoro tuma [24]. B atom
OTHOIIGHHM MOJielb, ONHCaHHas B pabote [17],
XOPOIIO COTNACYETCs C IKCIEPUMEHTAIbHBIMU JTaH-
HbIMH. Takoe yMEHbIIICHUE BApHA0CIbHOCTH — BaXK-
HBIH OSKCIIEPUMEHTANbHBINA (aKT, CTaBAMMUNA IO
COMHEHHUE TJaBHBIM MOCTyJaT TEOPUHU MO3ULUOH-
HOW WH(OpMAaIMNHU, COTIACHO KOTOPOMY KOHIICH-
Tpauuu Mop¢oreHa OJHO3HAYHO OMPENEISIOT IO-
JIO’)KEHUE TPAHUI] TEHOB-MHUIIICHEH, T.€. B TOM YHCIIE
u reHoB gap. Takum oOpaszom, CBOMCTBO MOJENH,
OTBETCTBEHHOE 3a P00ACTHOE MOBEJACHUE PCIICHUHN
MPH OTHOCHTEIHHO HEOONBIIUX BapHaIUAX KOH-
uentpanuii Bed, sBnsercs mpUuYMHOW HENpaBUIIb-
HOTO TIOBEACHUS pEeUIeHHWs Mpu OOJBITUX BapHa-
uusax KoHueHtpaunuu Bed. B coBokymHocTH ¢ TeM
($akTOM, YTO B BapUaHTE MOJEIU C MPABHIbHBIM
noBegeHueM rpaHuubl Hb mouTtu oTcyTcTByeTr aH-
TepuopHbiil foMeH Gt, 3TO MO3BOJSAET KAYECTBEHHO
OIICHUTHh TPAHHIIEI TPUMEHUMOCTH MOJIEIBHOTO
MOAX0/a, CBsA3aHHOTO ¢ ypaBHeHueM (1).

Ot T'paHUIBI HEMOCPEACTBECHHO CBA3aHBI C Xa-
PaKTEpOM PETYISATOPHOTO B3aUMOJIEHCTBUS MEXKIY
hb n Gt, npencka3aHHOTO Mojenbio. DyHIaMeH-
TaJbHBIE CBOMCTBA MoJeaH (1) TaKOBBI, UTO JH000H
TPaHCKPUIILMOHHBIA (aKTOp BIMSIET HA JaHHBIH
TeH-MUIIeHb OJIMHAKOBO IJIs BCEX MPOCTPAHCTBEH-
HBIX oOnactell SMOpHOHa W ISl BCEX BpPEMEH —
nubo axTuBUpyeT, nubo penpeccupyer. OmHAKO
9KCIIEpUMEHTAJIbHbIE JaHHBIE YKa3blBalOT Ha TO,
4T0 B (QopMHpOBaHHE SMOPHOHAIBHOTO MaTTEpHA
B TOJIOBHOM OTZHej€ (€ B 3HAUUTENbHON CTENEeHU
HaxXoJsITCSl aHTEpHOpHBIE 001acTu dKcrnpeccuu hb
W gt) ¥ B TYJIOBHIIHOM OTIene >MOpuoHa (The
HaxXoAsITCsl TOCTEPUOPHBIE OOJACTH JSKCIPECCHH
3TUX TEHOB) BOBJIEKAIOTCS pa3Hble 3UTOTHUYECKUE
TeHBl W pa3Hble PEeryISATOPHBIE B3aUMOIEHCTBUS
[4-6]. M3BecTHO Takke, YTO 3HUTOTHYECKAs DJKC-
npeccusi hb B aHTEPHOPHOM W MOCTEPUOPHOM JIO-
MEHaX HaXOAMTCS IMOJ KOHTPOJEM pa3HBIX dHXaH-
cepoB [11,25]. Takum oOGpa3zom, XxapakTep peryis-
uuu sKcrnpeccun hb mon npeiictBueM Gt Moxer
OBITH pa3HBIM B 3THX JoMeHaXx. [lma mpoBepku
3TOW THUMOTE3h HeoOXxoauMa pa3paboTKa HOBBIX
MOAX0J0B K MOACTUPOBAHHUIO DIKCIPECCUU TEHOB

gap.

BUOD®U3UKA Tom 60 BeII. 2 2015



MOJEJIMPOBAHUE CETHU I'EHOB GAP B JJPO30®UIJIE

PaGora BeImONHEHa mNpU (QUHAHCOBOW MOX-

233

11. W. Driever and C. Nusslein-Volhard, Cell 54, 95 (1988).

nepxke Poccuiickoro ¢oHna ¢yHZaMEeHTalIbHBIX |2, B. Houchmandzadeh, E. Wieschaus, and S. Leibler,
nuccnenoanuii (rpant 14-04-01522) u [Iporpammer Nature 415, 798 (2002).
Munucrepcrsa 06pagOBaHH’I u Haykn PO 5-100- 13. S. Bergmann, O. Sandler, H. Sberro, et al., PLoS Biol.
2020. 5 (2), e46 (2007).
14. F. Liu, A. H. Morrison, and T. Gregor, Proc. Natl.
CIIMCOK JIMTEPATYPBI Acad. Sci. USA 110 (17), 6724 (2013).
I. W. Driever and C. Nusslein-Volhard. Cell 54. 83 15. E. Mjolsness, J. Reinitz, and D. H. Sharp, J. Theor.
) (19.88) ) > ’ ’ Biol. 152, 429 (1991).
2. M. Hulskamp, C. Schroder, C. Pfeifle, et al., Nature 16. J. Jaeger, et al., Nature 430, 368 (2004).
338, 629 (1989). 17. Manu, et al., PloS Biol. 7, €1000049 (2009).
3. D: Weigel, G. Jirgens, M. Klingler, and H. Jickle, 18. K. N. Kozlov, S. Surkova, E. Myasnikova, et al., PLoS
Science 248 (4954), 495 (1990). Comput. Biol. 8, 1002635 (2012).
4. P. W. Ingham, Nature 335, 25 (1988). 19. Manu, et al., PLoS Comput. Biol. 5, ¢1000303 (2009).
3. 5. M. Cohen and G. Jurgens, Nature 346, 482 (1990). 50 v v. Gursky, et al, BMC Syst. Biol. 5, 118 (2011).
6. gé\gfgsi?éﬂalgblii 11;4.3(;;1;11%i1;1§42;nd W. J. Gehring, 21. C. Nusslein-Volhard, H. G. Frohnhofer, and R. Leh-
p ’ : mann, Science 238, 1675 (1987).
7. A. Vincent, J. T. Blankenship, and E. Wieschaus, .
Development 124, 747 (1997) 22. B. B. T'ypckmii, K. H. Ko3noB, A. M. CamcoHOB 1
] o k. Peitnun, Buogpusuka 53 (2), 235 (2008).
8. J. T. Blankenship and E. Wieschaus, Development ) )
128, 5129 (2001). 23. J. Jaeger, Cell. Mol. Life Sci. 68, 243 (2011).
9. L. Wolpert, J. Theor. Biol. 25, 1 (1969). 24. S. Surkova, D. Kosman, K. N. Kozlov, et al., Develop.
10. H. G. Frohnhofer, R. Lehmann, and C. Nusslein-Vol- Biol. 313 (2), 844 (2005).
hard, J. Embryol. Exp. Morphol. 97 (Suppl.), 169 25. J. S. Margolis, M. L. Borowsky, E. Steingrimsson, et

(1986).

al., Development 121, 3067 (1995).

Modelling of Drosophila Gap Gene Network
under Bed Morphogen Variation

S.A. Andreev*, M.G. Samsonova*, and V.V. Gursky**
*St.Petersburg State Polytechnic University, Polytekhnicheskaya ul. 29, St.Petersburg, 195251 Russia

**[offe Physical-Technical Institute, Russian A cademy of S ciences,
Polytekhnicheskaya ul. 29, St.Petersburg 194021 Russia

Expression patterns of segmentation genes are formed under the influence of maternal transcription
factor gradients, which initiate spatially localized expression in the cascade of segmentation genes.
Bced is one of these activators. We have studied one model of regulation in the gap gene network
by varying the concentration of this protein. We have shown that the known gap gene network
topology is not sufficient to explain experimental data on the shifts exhibited by the hb anterior
expression domain by change in Bcd concentration in the embryo. As the result of modeling with
these experimental data taken into account, a new topology is obtained that determines the correct
shifts of the hb expression domain. These results suggest that interactions among the three hb, Kr,
and gr genes are key regulatory factors for the valid behaviour of the hb expression pattern with
Bced concentration changes. This study made it possible to specify the limits of validity for
phenomenological models of gene networks.

Key words: Drosophila, segmentation genes, Bcd, hunchback, gene networks, mathematical modelling
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