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I. BBEJAEHUE

MexaHu3MBbI pa3BUTHUSI TPUOHBIX OPTraHU3MOB, KaK U JIPYTUX KUBBIX
OpPraHM3MOB, BKJIIOUAIOT PETYJISILIIO KJIETOUHOTO JIeJIEHUs, MUTPaLIUIO,
ajire3uio, MpoLEecchl KIeTOUHON AuddepeHIIMPOBKH 1 anornTo3 (Ipor-
pammupyeMasi Tubesib KieTok). Kak yxke HeoqHOKpaTHO OTMeuaoch B
HalMx 0030pax, HU3IINE BYKApUOThl — TrpUObI, MPU MaJIOM pa3Mepe
reHoMa, COXpaHeHUM BceX MOP(OJOornuyeckux U OMOXUMUUYECKUX
0COOEHHOCTEN 3yKapuOTUUYECKON KJIETKW M OrpaHMYEHHOM 4uciie
KJIETOUHBIX TUTIOB B OHTOT€HE3E, SIBJISIOTCSI yIOOHBIMU OObEKTaMU J1JIsI
M3y4eHMUSsI TIPOLIECCOB KieTouHOU nuddepeHpoBku [9, 18, 133].

PazBuTtre rpuOHBIX OPraHM3MOB MPOUCXOAUT B HEMOCPEICTBEHHOM
KOHTaKTe C BHEIIHEH cpeloii, MO3TOMY OHU SIBJISIIOTCS MOCTOSIHHBIMU
00beKTaMU CTPECCOPOB (PUBUUECKOM M XUMUYECKOM MPUPOIbI (COTIACHO
Webster dictionary P., ctpecc — 3To cujioBasi BHEIIHSSI CUCTEMA,
Hapy1lialollasi COCTosiHUe paBHoBecUs1). Takue BHellIHMe (haKTOpbl Kak
rojioflaHue, BbI3BAHHOE HEJOCTAaTKOM WJM OTCYTCTBUEM KaKOro—jiambo
WCTOYHMKA MUTaHUsI, YCIOBUSI OCBEILIEHUSI U TeMIIEpaTypbl, UBMEHEHHE
ra3oBOT0 COCTaBa Cpelibl, MEXaHWUECKOE MOBPEXIeHUE MULIEIUS U
3aITycKaloT npotiecchbl 1udhepeHIUPOBKU Y TprO0B. OOBIYHO B MPUPOIE
OpraHM3M HaxOJUTCS IMOJ KOMIUIEKCHBIM BO3[eHCTBMEM BHEIIHUX
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CTPECCOPHBIX aTeHTOB, ITO3TOMY TIPY U3YUYEHUH TIpotieccoB nuddepeH-
LIMPOBKU I'PUOOB Ba’KHO BHIWICHUTH (PAKTOP Cpelbl, 3aMyCKaIOLINA
MEXaHU3MbI Pa3BUTHSI, a TAKXKe (DAKTOPBI, COMYTCTBYIOIINE EMY.

B nnpupoaHbIX yCI0BUSIX BBKUBAaHUE MO ICHCTBUEM CTpecca CKopee
SIBJISIETCS TIPABUJIOM, YeM MCKITIOUEHHEM, TI03TOMY CITOCOOHOCTD Iud-
(epeHIIPOBaTHECS MOXKHO pacCMaTPUBATh KaK aJanTaiuio opraHu3Ma
U CIOco0 ero BBIKMBAHMS IMPU HEOJIATONPUSITHBIX YCIOBUSIX.

B miporiecce pa3BuTHs MO BIUSTHUEM CTPECCOPOB HaPSIIy C aHATO-
MMYECKON T GEepeHIIMPOBKOM MPOUCXOIUT M «XUMHUecKas audde-
pEeHIIMPOBKa», T.. B OTBET Ha CcTpecc HACT GOpMUPOBAHUE HOBBIX
MeTabomIecKuX myTeit. U3BecTHO, 4TO y MHOTHX TPOOB IpeKpalieHue
pocTa 1 Tiepexo K CTallMOHapHO# (a3e pa3BUTHS COMPSKEH ¢ OMOCHH-
T€30M BTOPUYHBIX METAOOIUTOB TaKMX, KaK MEHUIUIJIUHBI, THOE-
PeJUTMHBI, KAPOTUHOMIbI, MEJTAHUHBI U P APYTUX coeauHeHuid. OHU
SABJISIOTCS IPOU3BOMAHBIMU TTPOCTHIX MPOAYKTOB MEPBUYHOIO METab0-
JI3Ma TpUOOB TaKMX KaK alleTaT, XXUPHbIE KUCIOThI, aMUHOKUCIIOTHI,
opraHuyeckue KucjaoThl ukia Kpedca. BelecrBa BTopuuHOTO mipouc-
XOXXIEHMST HE CBOMCTBEHHBI XKUBOTHBIM, OJJHAKO MIPUCYIIA MUKPOOpra-
HU3MaM, PacTeHUsSM 1 TpudaM. Posib 3TUX coeTMHEHMI 10 TTOCIEIHETO
BpeMeHHM OblTa HEITOHSITHOM, TeM He MeHee TOSIBIISIETCS Bce OOJIbIIe
JMAHHBIX OTHOCUTEJILHO WX 3alIUTHON (DYHKIIMKM B TPUOHBIX KJIETKAX B
npoiiecce pa3Butus [28, 53].

BbrocrHTE3 BTOPUYHBIX METAOOTUTOB MPEACTABISIET COOOI OXMH U3
MHOTUX ITPOIIECCOB, COMPOBOXKIAIOIINX KJICTOUHYIO T (PepeHIINPOBKY
(0 yeM Ha IpUMepe OMOCHHTE3a KApOTUHOMAOB Y N. crassa Ha TeHETH-
YeCKOM ypOBHE U IOMAET, B YaCTHOCTH, peub B HallleM 0030pe). Moire-
KyJISIpHBIE MEXaHU3MBI, JIEXalllle B OCHOBE 000X IIPOLECCOB — AUd-
(bepeHIIMPOBKY U CUHTE3¢ BTOPUYHBIX META0OOIUTOB, eIIle JaJIeKO He pac-
KUMPOBAHBI, HO OYEBUIHO, UYTO MOSIBJICHNE BTOPUYHBIX META0OIUTOB
SABJISIETCSI PE3YJBTaTOM (PYHKLIIMOHUPOBAHUS (DEPMEHTOB, Yeil CUHTE3
1/WVIIN aKTUBAIUS WHIYIIMPOBAHBI AEHCTBUEM CTPECCOPHBIX (haKTOPOB.

Eme ogHUM c1mtoco6OM 3alllMTHl OT ITeCTPYKTUBHOTO HECTBUS
CTPECCOPOB ABIACTCSI M3MEHEHHUE CTPYKTYPHBIX KOMIIOHEHTOB KJTe-
TouHOI cTeHKH [108]. CuHTe3 HanboIee BaXKHBIX CTPYKTYPHBIX OCIKOB
y IprO0B — TUAPO(GOOUHOB, SIBIISIETCS PE3YIBTaTOM WHIYKITNT 3KCITPEC-
CHM TEHOB IO/ ACHCTBUEM CTPECCOPOB.

B 0630pe MBI paccMaTpuBaeM MOJEKYISIpHBIE MeXaHU3MBI TU()-
(epeHIIMATBLHON SKCIIPECCUN TeHOB (B YaCTHOCTU, T€HOB, OTBETCT-
BEHHBIX 32 KAPOTUHOIE€HE3 U TOSBJIeHUE THAPO(MOOUHOB) TIpU TUd-
depernmpoBke N. crassa, BBI3BAaHHOI CTpecCOPHBIMU areHTaMu. Kpome
TOT0, MBI TTOMBITAINCH OOCYIUTh, KAKYIO POJIb UTPAIOT KAPOTUHOUII U
ruapo¢oOuHLl B mpouecce quddepeHuupoBKU N. crassa N Ipyrux
MIpeIcTaBUTEIIel IapCcTBa TPUOOB.
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I1. XKU3HEHHBIN IIUKJI NEUROSPORA CRASSA

Neurospora crassa — opaHXeBast XJieOHas TUIeCeHb, ¢ Hadaia 40—x
rofoB, mociie GopmynmpoBku bumiom n TeiiTyMOM THITOTE3BI «OIMH
reH — oauH (hepMEHT», SIBIIIETCS OOBEKTOM IMPUCTATLHOTO BHUMAHMS
OMOXMMHUKOB, TEHETUKOB, MOJIEKYJISIPHBIX OM0J10roB. biiarogapst 60J1b-
HIOMY YHCITY TIPOAYILIUPYEMBIX CITOP, OOIIMPHOI TeHeTHYeCKOi mHMOp-
mauuu [202] (B KojuieKuuu KyaeTyp N. crassa 6onee 3000 MyTaHTOB) U
TTOCJIETHUM JOCTIDKEHUSIM B TpaHC(HOPMAIINK TPUOOB U KIIOHUPOBAHUUT
atoro rpuba [220, 261], nytu auddepeHIUPOBKU N. crassa Hapsiny C
Aspergillus nidulans, SsBASIIOTCSI IPeKPaCHBIMU MOJIEIbHBIMU CUCTEMaMU
JUTSI ICCTIETOBAHUST IPOIIECCOB PETYIISALIMU OHTOTeHEe3a, B TOM YHCJIE, IS
WCCIIeIOBAHUS PETYIISIIIUN SKCIIPECCUU TeHOB TTpU TrdepeHIINPOBKE
[54, 162].

Mutienuii N. crassa COCTOUT M3 MHOTOSIIEPHBIX Pa3BETBICHHBIX TU (),
00JTaJaIoINX alMKaIbHBIM MOJIPHBIM pocToM. CelTajbHasT Imepero-
pojiKa ¢ LieHTpaJabHOM ropoii 10 0,5 MKM B quameTpe pasaensieT rudbl
Ha KJeTky uim kommaptMmeHThl (100x20 mxm). [Topa mpoHumaema st
LIMTOTIIA3MBI, sSIIep U MUTOXOHIpUi. B oTBeT Ha CUTHAJIBI BHEITHEH
cpenbl IPOUCXOIUT OCTAHOBKA POCTa M BKIIFOYAETCS IporpaMMa aud-
(epeHIIMPOBKM IpudAa.

HuddepeHunpoBka N. crassa MOXeT TPOXOIUTh IO OJHOMY U3 TPeX
Pa3IMYHBIX TyTel, BeOyInX K GOpMUPOBAHUIO MAaKPOKOHUINI, MUK-
pokoHuauit unu ackocmnop [82, 188, 220, 224, 246]. IIpouecc Makpo-
KOHUANHUPOBAHWS MHAYLUPYETCS IIPU POCTE Ha TBEPIOH ITOMITOXKKE TIPU
nojckixaHuu (desiccation), T.e. MpU KOHTaKTe ¢ BO3AYIIHON Cpeoi MIn
MIPY MCTOIIIEHNH UCTOYHUKA yIJIepoia B cpesie KylIsTuBrupoBanus. CBeT
B nuamna3zoHe 350—500 HM yBeJIMYMBaeT B HECKOJILKO pa3 oOpa3oBaHUe
MakpokoHuauit [142, 189], a CO, — unrubupyer [231]. Makpoko-
HUIUMPOBaHWE HAXOAUTCS TAKXKe MO KOHTPOJIeM BHYTPEHHUX IMPKAI-
HBIX YaCoB, a MyTaHT rpuda bd (band) ycroituus K neiicteuio CO, [231].

MetonnKa CKaHUPYIOIIEH 3JIeKPOHHON MUKPOCKOTIUH TTO3BOJIMIIA
BBISIBUTH Pa3IMYHbIe MOP(HOJIOTHUECKIE 3TAIThI MPOIecca KOHUINN-
poOBaHMs, MPUYEM YAAJIOCh YCTAHOBUTH YYACTKU IEWCTBUS OIpe/e-
JIECHHBIX MyTallMii Ha 3TOT Ipouecc (puc. 1). MHAYKIINUS MaKpOKO-
HUIMOTeHe3a BhI3bIBACT M3BMEHEHNE OPUEHTAIIMN POCTa T B HaIpaB-
JICHUM OT cybcTpara, 9YTO MPUBOAUT K (POPMUPOBAHUIO MACCHI BO3-
OYITHBIX TH( TIepea HadamoM mpoiecca [246]. [TokazaHo, 4TO IS
(opMHUpoBaHKS BO3AYITHUX I'M( HEOOXOIMMA aTe3Usl KJIIETOK MUTIECITHSI,
KOHTaKTUPYIOIINX C CYOCTpAaTOM, IMPHUYEM 3TOT TPOIECC MTPOUCXOIUT
obicTpo (30—40 Munyt) [257]. MyTtauuu acon—2 (aconidiate) u fld
(fluffyoid) mpemoTBpamaoT Npoluecc KOHUIAUUPOBAHUS OT CTagUU
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Puc. 1. Cxema pOTEKaHUA IIPOoLECCa MAKPOKOHUINMPOBAHWA BO BDEMCHU.

B Mukporukite mporecca KOHUIUMPOBAHUST OTCYTCTBYET CTaausl 00pa3oBaHUs
BO3yIIHBIX THd. Ha cxeme oTMeueHbl yUacTKU AeMCTBUSI HEKOTOPBIX MYTaIIMil TTO
nuddepeHITMPOBKe W YIaCTKU Hadasia 9KCIIPECCUY HEKOTOPBIX TEHOB.

BO3AYIIHBIX TU® (puc. 1) [165, 248]. ITocie pocTa BO3AYIIHBIX TU)
MUILEIUS 1ITaMMa JMKOIro TUMa B TeYeHHE HECKOJbKUX YacoB allu-
KaJIbHOE YJJTMHEHKE TTPeKpaIllaeTcsl U HAaYMHAETCs ITPOLECC MOBTOPHOTO
arnuKaabHOro MOYKOBaHUsI, MpUYeM KaxKaas 1Mmovyka, Wi MPOKOHUAMS,
o0pa3yeT OJIHY WJIM JIBE€ HOBbIE MTOYKHU, YTO MPUBOAUT K 0Opa30BaHUIO
pa3BeTBiieHHOM Henu. Kaxnasi mpokoHuaust umeeT 5S—10 MKM B JUTUHY.
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[TepBble HECKOJIBKO LIMKJIOB MOYKOBAHUS MPOAYLIUPYIOT LEMU Mpo-
KOHMIMI C 0YeHb CIA0BIMU MEXKOHUINATbHBIMU CTSIKKAMMU; 9TU LIETTU
Ha3bIBAIOTCS LETSIMU ¢ MUHOPHBIMU CTsSXKKaMu (minor constriction
chains). JlanbHeiilee moukKoBaHUe MPUBOIUT K (DOPMUPOBAHUIO LIETei
C OCHOBHBIMU CTsIXXKKaMu (major constriction chains), B KOTOpbIX
MEXKOHUIMAIbHbBIE COEAMHEHUs] 3HAUYUTEIbHO MEHbIIIE U KOTOpPbie
COCTaBJISIIOT OOJIBIIYIO YACTh LeNeil MPOKOHUAUN B KOHEUHOM CUeTe
00pa3yeMbIX B KyJbType. BOJbIIMHCTBO MPOKOHUAMATBHBIX LieTei
COCTOSIT U3 KOPOTKMX CETMEHTOB LIEMU C MUHOPHBIMU CTSIKKAMM 3a
KOTOPBIMU CJIeIyeT IJMHHAS LIeTIb C OCHOBHBIMU CTSKKAMMU.

CuuTtaercsl, YTO CTaJus pocTa 1erneil ¢ MUHOPHBIMU CTSIKKaMU 10
PSLTY TIPUYMH SIBJISIETCS] OTAEJIbHOM CTaJueil pa3BUTHsI KOHUAUMI. Bo—rmep-
BbIX, MyTaHTbI MO pa3BuTuio acon—3 u fl (fluffy) 61okupoBaHbl Ha 3TON
craauu 1 bepeHIUPOBKY U 00pa3yIoT BO3AYIITHYIO MacCy, COCTOSIIIYIO
TOJILKO M3 LieTieli ¢ MUHOPHBIMU CTsKKaMmu [248]. Bo—BTopbIX, TOuKa,
Ha KOTOPOI HECKOJIBKO IreHOB con (conidiation) HaUMHAIOT 3KCIPECCU-
pOBaTbCsl B CUHXPOHHBIX KYJIBTYpaX, COOTBETCTBYET MEPEXO/Y OT CTAIUU
MUHOPHBIX CTSIKEK K CTaIuM OCHOBHBIX CTsDKeK [226]. Hakonel, Ha
aTarne o0pa3oBaHUsI MUMHOPHBIX CTSKEK XapaKTep pocTa MOXET ObITh
M3MEHEH KaK B CTOPOHY Mpoliecca MOYKOBaHUS, TaK U MPOJOKEHUS
snioHrauuu Tud [248]. BosayuiHbie rudbl 4acTo UMET hparMeHThbI
1ernei ¢ MUHOPHBIMU CTSKKaMM MeXIy cerMeHTamMu Thud. OpaHako, Ha
aTare 00pa3oBaHUS LIETeil C OCHOBHBIMU CTSKKAMU POCT HOCUT XapakTep
TMOYKOBAaHUS U HE MOXKET BEPHYTHCS K CTAJAMU DJIOHTALIUU TUD.

[Tocne ocTaHOBKM MOYKYIOLIErOCs pocTa Ha KaXXIOM MEXKOHMU-
JHUAIbHOM COeIMHEHUM OeCTOpsIIOUHO 3aKJIabIBalOTCSI HOBBIE Iepero-
POIKHU. DTU TMEePEeropojKu MOJABEPTalOTCS MPOLECCy YTOJIIEHUS U
pasesieHus, TpU KOTOPOM CPEeIHUIN ydyacTOK IMeperopoaok, mo—Bu-
JIUMOMY, Tepepacrpeneasercs 1Jisi o0pa3oBaHUS XPYIKUX COEAU-
HUTEJbHBIX HUTEH, KOTOPbIE YAepKUBAalOT BMECTe BHOBb OTIEJIEHHbIE
KoHuauu [248].

CB00OOIHBIE MAKPOKOHUIUU TTOABEPratoTCs EPHUOAY CO3pEBAHUS B
TeYeHMEe HEeCKOJbKUX ITHEl M0 HJOCTUKEHMS COCTOSIHMS IT0KOos [234].
BricyliieHHbIE MAKPOKOHUIMM OCTAIOTCS XKU3HECTIOCOOHBIMU B TEUEHHE
JECATUIIETUIA.

Bckope mocie paszneneHUs1 KOHUAMAIbHBIX 1LieTiel TOSIBISIOTCS
JIOTIOJTHUTENIbHbIE MIEPETOPOJIKU B pailoHe BO3AYIIHOM ru(bl, OavKaii-
111eéM K KOHUIMEHOCILY, KOTOPbIe TTOABEPTaloTCs TPOLECCy YTOMIIEHUS U
pasnesieHusl, YTO MPUBOIUT K OTIEJeHUI0 (hparMEeHTOB TU(, KOTOpbIe
O00HAapYXMBAIOTCS B HEOOJIBIINX KOJUYECTBAX CPeIu MaKpPOKOHUIWIA.
OTu (hparMeHThl, Ha3bIlBaeMble apTPOKOHUIUSIMU, OTINYAIOTCS OT
0oJIbIIe YacTu MaKpPOKOHMAWN, Ha3bIiBaEMbIX 0JJACTOKOHUAUSIMU.
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PaccrossHust MeX Iy TOTTOTHUTEILHBIMU ITEPETOPOIKAMU, 00pa3yeMbIMU
B IIpoliecce 00pa3oBaHUs apTPOKOHUIUI, CTAHOBSITCS OOJIbIIIE C YBEIU -
YEeHUEM PacCTOSIHUSI OT KOHUIMOHOCIIEB.

KpoMe ynmoMsiHyTBHIX Bbillle MyTalluii acon—2, acon—3, fld n fl
MACHTUOUIMPOBAHBI TakKxke MyTtauuu csp— 1 u csp—2 (conidial sepa-
ration), KOTOpbIe MPEAOTBpAllIAIOT pa3aejeHre TPOKOHUINMN U (popmu-
poBaHMEe MEXKOHUIMAIBHBIX CBs3eit [238].

ITpu pocTe Ha MOJHOLIEHHON XUAKOW cpele KOHUAMU He oOpa-
3yIO0TCSI. MUTIenii, KyJbTUBUPYEMBI B SKUIKUX BCTPSIXUBAEMBIX KYJTb-
Typax, IPOJOJKAET PACTH ITyTEeM DJIOHTAIIUN T, XOTS IPU NCTOIIEHUN
MUTaTEbHBIX BEIIECTB B cpelie MPOUCXOAUT (PopMrpoBaHUE HEOOb-
1LIOTO KOJIMYECTBA LieTield ¢ MUHOPHBIMU cTsixkKamu [248]. Poct Munienust
B CTaIlMOHAPHOM XHUIKOH KyJIbType IIPUBOIUT K 00pa30BaHUIO BO3AYIII-
HBIX TU( Ha MOBEPXHOCTU, KOTOpPbIE MPOAYLUMPYIOT HOPMalbHEIE
KOHMIWU. YCTAaHOBIICHBI ONpeaeJIcHHbBIC YCIIOBUS, MHIYIIMPYIOIINE B
SKUIKOM cpelie PpH BCTPSIXUBAaHUY TG EPEeHIIMPOBKY KOHUINEHOCIIEB
HETIOCPeACTBEHHO Ha KOHIIAX TU( — TaK Ha3bIBAEMbIi1, MUKPOIIMKIT KO-
HuauMpoBaHus win neporeHes [70, 204]. MUKpOLUMKIT KOHUAUUPOBAHUS
MOXeT OBITh MHAYIIMPOBAH MTPU MHKYOAIIMU MUIIETUST B XXUIKON KYiTh-
Type Tiput 46 °C B Teuenue 15 gacos, a 3ateM — 1ipu 25 °C [18]. Poct B
SKUIKOM cpejie IPU BCTPSXMBAHUU B YCIIOBHSIX HEIOCTATKA YIJIepOo/Ia WIn
a30Ta TakXe CTUMYJIMPYeT MUKPOLIMKIT KoHUuauupoBaHus [104, 175, 204].

Boimenen mramm N. crassa — mcb (microcycle blastoconidiation),
OCYIIECTBJISIIOIIMI MUKPOLMKI KOHUIMOTEeHEe3a MPU POCTE B MOJHO-
LIeHHOM Xuakoit cpene [161]. Ten mch HeoOXoaUM IJIsI YCTaHOBIIE-
HUS TOJSIPHOCTU POCTAa U KOAUPYET PETYISITOPHYIO CYOBEeIAMHUILY
HAM®—3aBucuMoii mporeuHKuHa3bl [60]. Apyroii ren rpubda — cot— 1
(colonial temperature sensitive), peryJMpyOIINi NOJSIPHOCTh pocTa U
BETBJICHHE, KOAMPYET KaTaTUTUIeCKyto cyobenuauiyy tAMdD—3aBrcn-
MoOIt mpoTerHKMHAa3bI [138, 273].

Kynsrypsl N. crassa iukoro tvmna rpu ornpeieeHHbIX YCI0BUsIX o0pa-
3YIOT MUKPOKOHUINK. OHU OTIMIAIOTCS OT MAaKPOKOHMIUI TI0 CTIIOCO0Y
(opMHPOBaHMSI HA MULIEIH, pa3MeEpPY U 110 CTPYKTYpPHOI opranm3aimu [155].

B ycrmoBHsIX a30THOTO TOJIOMaHUS MPH KYJIETUBUPOBAHUH HAa TBEPHOM
cpene, BereTaTUBHBIE TH(MHI MOTYT WHUIIMKUPOBATh ITyTh MOJOBOTO
BocrpousBenenus [267]. Uaentudunumposano okono 200 MyTaLuii,
BJIMSIIONIMX HA MOJIOBOM MK pa3Butus [202, 210].

M3 Tpex BO3MOXHBIX IMyTel CIMOPYJISLUUU Mpoliecc oOpa3oBaHus
MakpoKoHuaul N. crassa oxapakTepu3oBaH HauboJjiee MojapoOHO C
MOMOIIIBI0 OMOXMMUYECKUX U MOJIEKYJISIPHO—OMOJIOTUYECKUX METOI0B
HCCIIeIOBaHMSI.
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ITI. TEHBI N. CRASSA4, CBA3AHHBIE C ITPOLIECCAMU
JNODPEPEHIINPOBKN

Biraromapst BO3MOXHOCTH JIETKO M3MEHSTh HaIlpaBJIeHUE TIpoliecca
I epeHIUPOBKM U KOHTPOJIUPOBATh 3TO U3MEHEHUE YCIOBUSIMU
BHEIIHEN cpelibl, a TAKXKe MPOCTOTE BhIpALIUBAHUSI OpraHU3Ma 1 HaJIu -
YUl MHOXECTBA MYTAHTOB, ¢ (DYHKLIMOHATBHBIMU WU CTPYKTYPHBIMU
HapyIIEHUSIMU OTAEIbHBIX 5TAIIOB B OHTOTEHE3¢E, B IOC/IeAHEE AECATHIIC-
THE UAEHTU(DULIMPOBAHO HECKOJIBKO TPYIII FEHOB, KOTOPbIE MPEACTaB-
JISIIOT MHTEPEC B CBSI3U C IIPOTrpaMMOii pa3BuTusi rpuda N. crassa (Tabi. 1).

Tabmuua 1
I'enn1 N. crassa, 3xcnpeccusi KOTOPbIX
peryaupyetcs B npouecce audgepeHnupoBKU

TeHbl ®yHkms Geska Perynﬂ;%%?;’éi 033 ;: MEHTBL | e pinka
CTpYKTYpHbIE T'€HbI
al-1  ®utouHIeruaporeHas’a CRS-B, GATA, CRE [232]
al-2  ®DUTOMHCUHTETa3a CRS-B, GATA, CRE [233]
al-3  T'epanunrepaHmimupodochaTcuH-
TeTasa CRS-B, GATA CRE, APE [187]
bli-3 HewusBecTHa CRE [85]
bli-4 Toxe GATA CRE [59]
ccg-1 Toxe GATA, CRE [167]
ccg-2 TuppodoOUH HAPYXKHOTO CI0ST CRS-B, GATA, CRE, APE, [50,
KOHUIUNA ACE 84]
ccg-4 HewussecTHa [52]
ccg-6 Toxe [52]
ccg-9 To xe [52]
con-6 Toxe CRS-B, GATA CRE [268]
con-8 Toxe GATA CRE [217]
con-10 To xe CRS-B, GATA, CRE, APE [216]
con-13 To xe GATA CRE [106]
cot-1 Karanurnueckasi cyobeaMHULIA GATA, CRE [138,
MPOTEMHKUHA3bl A 273]
mcb  PerynsropHas cyobeauHULIA
MPOTEMHKMHA3HI A [60]
rco-3 TpaHCIOpTep TITFOKO3bI GATA, CRE [160]
PerynsaropHHbIe TeHBI
1 ®dakTop TpaHcKpunuuu tuia Galdp GATA CRE [41]
frq KOMITOHEHT LIMPKATHBIX YaCOB, GATA, CRE [166]
®akTop TPAHCKPUTIITUN
nit-2  ®aktop Tpanckpunuuu, GATA-dbakrop CRE [99]
nit-4 ~ ®akrop Tpanckpumnuuu Thuna Galdp [97]
we-1  ®akrop TpaHckpuniuu, GATA-baktop GATA CRE [45]

we-2  To xe GATA, CRE [149]
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CTPYKTYPHBIE 'EHbI

B mepBylo odepedb 3TO Tpylina TeHOB con, TPEANOYTUTEIHLHO
9KCIIPECCUPYIOLINXCS B ITpoliecce o0pa3oBaHUs MaKpoKoHuauii [54]. U3
13 BeIIEIEHHBIX TEHOB con K HACTOSIIIIEMY BpeMEHH M3ydeHa SKCITPECCHsT
M MOJIEKYJISIpHAst opraHu3anus 5 reHoB (con—0, con—3§8, con— 10, con— 11
u con— 13). Hu onyH 13 ncciejoBaHHBIX ITPOAYKTOB T€HOB con HE UMEET
3HAYUTEJbHON TOMOJIOTMU IO TTOCIEN0BATeIbHOCTHY C IPYTUMU U3BECT-
HBIMU OenkaMu. [loaumenTuasl, KogupyemMble TeHaMu con—6, con—S§,
con—10 v con— 13, ruapocdunbsl [106, 216, 217, 268], XOTsa NENTUL,
CONI13 coaepxuT N—KOHILIeBOI pailoH TMAPO(GOOHBIX OCTaTKOB, UTO
XapaKTepHO IS CUTHAJIBHOM TocienoBatenbHocTy [106, 247]. Tonm-
nentuag CONI0 yjokanu3oBaH B LUMTOMJa3Me M HaKalIMBaeTCs B
MAaKpPOKOHUIMSIX U ACKOCITOPAaX BBIMOIHSIS, TO—BUINMOMY, POJIb KJIETO-
YHOTO MPOTEKTOpA OT AcicTBUsI cTpeccopoB [37]. [eHbl con—6, con—E,
con— 10u con— 1 13KcIripeccupyroTcs B X0/ie BCeX aJI-TepHATUBHBIX ITyTEI
cnopyissunu [249]. OnpeneneHa KMHETUKA SKCIIPECCUU 3TUX TEHOB U
BBISIBJICHBI MyTallMH, OJIOKMPYIOIINE SKCIIPECCUIO TOTO WJIM MHOTO reHa
con [217]. K 3T10i1 ke rpymnie MOXHO YCIOBHO OTHECTU YIIOMSIHYTHIE
BBILIIE TeHBI mchb u cot—I1. HeoO0XoauMo OTMETUTh, YTO JIOKYC cof— [
koaupyeT n1se MPHK — cot— I(]) (large) v cot—I(s) (small).

AHAJIOTUYHBIN MOAX0J MPUMEHEH I UACHTUDUKALIUU TeHOB,
crnenruIecKr SKCIPECCUPYIOIIUXCS B ITPOLIECCE MOJIOBOTO pa3BUTHSI,
npuyeM uaeHTudunupoBaHo 14 reHos sdv (sexual development) [187].

CBeT urpaeT BaXHYIO poJib B Tpolleccax nuddepeHINPOBKHA,
3HAYUTEIIBHO YCKOPSIS 3T MPOIIECCHI M YBEIMUMBAsT KOJIMYECTBO 00pa-
3yeMbIX MakKpokoHuaui [142] u npotoneputenmen (CrenuraabHbIX
CTPYKTYP MUILIE/IMSI, BMEIIAIOLINX XXEHCKIE OPraHbl BOCIIPOU3BEICHMSI)
[75]. Ansa knoHupoBaHUST (POTOMHIYLIMPYEMBIX T€HOB UCITOJb30Balach
muddepeHIaabHasg THOPUAN3ALUS C MIPUMEHEHUEM MPOLEaYyphl
CKpPUHWHTA, pa3pabOTaHHOTO IJIsT OIpeae/ieHUsT TeHOB, KOTOPhIE 9KC-
MIPeCCUPYIOTCS B OOJNBIIEN CTETIEHM IOCJIE OCBEIIeHUs CHMHUM CBETOM
(350—500 M) mMuLenus rpuda, KyJlbTUBUpYyeMOro B TeMHoTe [245]. B
nabopatopuu B.D.A.Pycco Beigeneno 4 kimona kIHK, xkortoprie
Ha3BaHHI bli (blue light inducible) — bli—3, bli—4, bli—7wn bli— 13 [245].
OnpeneneHa HyKJICOTUAHAS ITOCIEI0BAaTEILHOCTb TeHOB bli—3 [85], bli—4
[59] u bli—7 [50, 84].

B apyryio rpymnmny MOXHO OTHECTH T€HBI, KOHTPOJUPYIOIIUE TPU
MOCJIEAOBATEbHbIE CTAAUU CUHTE3a KAPOTUHOUAHBIX MMUTMEHTOB,
KOTOPBIN MPOUCXOAUT MPU (POPMUPOBAHUM KOHUIUIMA, XOTS CUHTE3
KapOTUHOWJ0B MOXXHO WHAYLIMPOBATh U B MULICIUM, TTOABEPTast ero
MEUCTBUIO CBETa M KUCIOpOAA. DTHU TeHBI BBIACICHBI ITyTeM KOMIIJIE-
MEHTAallMM MYTAaHTHBIX IITAMMOB—alabOMHOCOB al—1, al-2 n al-3
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Puc. 2. Cxema 6uocuHTte3a KapoTuHounoB y N.crassa [202].

(albino). KinoHupoBaHbI M CEKBEHMPOBAHBI T€HBI a/— I, KONVPYIOLINA
¢durounneruaporenasy [232], al—2, xogupylouuiit GUTOMHCUHTETA3Y
[233], u al—3 Komupyloluii repaHIITepaHIIpodocharcuuTeTasy [61,
186], (puc. 2). Jlokyc al—3 komupyet nBe MPHK — al—3(m) (mycelial) n
al—3(c) (conidial).
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IIporpamma pasButust rpuda N. crassa, Halnpasisiomass GopMUpo-
BaHMe KOHUIWM, KOHTPOJIUPYETCSl SHAOTEHHBIMU «dacaMu» [80, 230].
[Mpu KyTbTMBUPOBAHUM B TEMHOTE B OTCYTCTBME BHEITHMX CHUTHAJIOB
Ipub TIEPUOINYECKU TIEPEKITIoYaeTCs (U KJIETOK TMKOTO THTIA TIEPUOT
cocTaBiisieT okoJio 21,5 yaca) oT pocta Mulesust K (pOPMUPOBAHUIO
KOHUAW. BelmeaeHne 3TUX TeHOB MPOBEASHO C TTOMOIIbIO0 audde-
peHILIMABHONW THOPUAN3AINY U MCIOJIb30BAHUM MIPOIEAYPHI CKPH-
HUHTA, pa3paboTaHHON IS BBIABICHUS TEeHOB, KOTOPBIE 3KCIIpec-
CUPYIOTCS B MULIECJIMU B OIpeaeieHHOe BpeMs cyTok [154]. BeimeneHo
okoio 10 Tak Ha3bIBaeMbIX TeHOB ccg (clock controlled genes), yacTb U3
KOTOpbIX ceKBeHMpoBaHa. OKazajioch, UTo TeH ccg— I [154] naeHTnueH
(annenen) reny grg— I (glucose repressible gene), BblIeJIEHHOMY KakK
[JIIOK030—penpeccupyeMblii TeH [167]. Apyroii reH — ccg—2, okaszayics
aJUlesIbHbIM K reHaMm bli—7 u eas (easily wettable) [50, 141] u konupyet
OCHOBHOM TUAPOMOOHBII OEI0K ITOBEPXHOCTU KOHUIMIA.

VYIIOMSIHYTBIE BBIIIIe TeHBI pa3ae/IeHbl Ha TPYITIHI YCJIOBHO, TaK Kak
HX 9KCIIpecCcus B OOJIBITMHCTBE CIydaeB MHAYLUPYETCS Pa3IMIHBIMU
¢akTopamMu, NPUBOASILIUMU K TUDDEepeHIUPOBKE.

PEI'YJIATOPHBIE 'EHbI

Kpome reHoB, akcnpeccusi KOTOPbIX PEryJIMpPyeTcsl B poliecce au-
(epeHIInPOBKM, KIIOHMPOBAHBI M CEKBEHUPOBAHBI TeHBI we— 1 U we—2
(white collar) [45, 149], KOoTOpble OCYILIECTBSIOT KOHTPOJb (POTOMH-
JIyLIMPYEMO 3KCIpeccuu TeHOB, r'eH frq (frequency), ompenessitoimmii
SKCIIPECCUIO TEHOB B 3aBUCUMOCTH OT «3HIOTEHHBIX YacoB» [166], a
TakKe TeHbl nit— 2 (nitrate nonutilization) [99], nit—4[97] u nmr (nitrogen
metabolite regulation) [274], peryaupyloiiye a30THBII 0O0MeH Tpuda, u
reH fI (fluffy), HeoOXoAMMBbII IS HOPMAJIbLHOTO MPOTEKaHUs Mpoliecca
koHunuupoBaHus [41]. CBeneHus o GyHKIIMOHAIBHOM 3HAYEHUU T€HOB,
CBSI3aHHBIX ¢ TUpGEepeHIINPOBKOM, M MHMOPMAIIUSI O PEeryIsATOPHBIX
3JIEMEHTaxX B IIPOMOTOpaX 3TUX TeHOB CyMMUPOBAaHHI B Ta0. 1.

IV. IJNOPEPEHIINPOBKA N. CRASSA TP KOHTAKTE
C KUCJIOPOJOM BO3OYXA (DESICCATION)

DKCITPECCUSA TEHOB TTPU IUPD®EPEHILIMPOBKE, BLI3BAHHOM
KOHTAKTOM C KNCJIOPOAOM BO3AYXA

IIpouecc KOHUAMOTeHE3a, MHAYLUPOBAHHBIA KOHTAKTOM MULIE/IHUS
C BO3IYyXOM U IOJACBIXaHMEM, B HOpMeE 3aBepliaercs 3a 24 yaca Hesa-
BHCHMMO OT YCJIOBUI ocBeleHus1. K HacTosieMy BpeMeHHU UCCiieqoBaHa
perysuusi 6oJiee IeCsTKA FTEHOB B IIPOLECCe TaKo 1udhepeHIIMPOBKHU.
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XapaKTepHBIM JIJIT KOHUIWM Tprda JUKOTO THIIA, 00pa30BaBIINXCS
B TIpolieccce T depeHINPOBKIA HE3aBUCUMO OT YCJIOBUIA OCBEIIEHMUSI,
SIBJISIETCST VX SIPKO OPAHXKEBBIN 1IBET, BRI3BAHHBIN TTPUCYTCTBUEM 0OJIh-
IIOTO KOJIMYECTBA KaPOTUHOMIHBIX MTUTMEHTOB. KapOoTUHOMIBI CUHTE-
3UPYIOTCS Ha OTPENeICHHOM 3Talle Pa3BUTHUSI M CTUMYJIUPYIOTCS OCBE-
weHueM [112]. Tensl al— I, al—2w al— 3, KonupyoT epMeHTbI, KOTOPbIe
KaTaJIM3UPYIOT TPU TTOCIeI0BATEIBHBIX 3TAlla B TIporiecce OMOCUHTE3a
OKpallleHHBIX KapoTuHOUAoB y N. crassa [113] (puc. 2).

MccnemoBaHa 3KCIIpeccHsT BceX YIOMSHYTHIX BBIIIE TeHOB al TIpu
auddepeHIMpoBKe rprba, onocpeaoBaHHOM MmoackixaHueM [36, 147,
148]. B oTcyrcTBUE OCBelleHUS KJIETKM NUKOTO THUIIA PETyIUPYIOT
HakoruieHne Bcex 4 MPHK reHoB a/ Ha onpeneieHHBIX CTaausIX pa3Bu-
THsI, HO B pa3JINYHOM cTereHu. [1epBhie cyliecTBeHHBIE U3MEHEHMS B
KOJIMYECTBE TPAHCKPUIITOB BCeX a/ TEHOB OTMEUYEHBI Yepe3 8 JacoB
pasButus (puc. 1). HamGosee cuibHast 3aBUCMMOCTD OT CTaIMU Pa3BUTHUS
OTMeYeHa JUT KCITPECCHH TeHa al— I, KOJIWIeCTBO KOTOPOTO Herpe-
PBIBHO YBEJIMYMBAETCS. DKCIpeccus reHa al—3(c) B KyJbBTypax JUKOTO
THTIA TaKKe 3HAYMTEIBHO YBeIWYMBaeTcsd Mexmy 8 m 12 gyacaMu pas-
BUTUSI, TOT/IA KaK SKCIIPECCUSI TeHOB al—2 1 al—3(m) Mano nu3MeHseTCs.
[penmomaraercs, 4To pacTyIye B TEMHOTE KJIETKU Iprda HaKaruiaBaloT
OOJTBIITIE KOTMYEeCTBa OECIIBETHOTO KapoTHHOUIA (hMTOWHA Graromapst
«leaky»—a3kcrpeccun (HENoaHOM 0J10KUPOBKY (PYHKIIMM) TEHOB al—2 1
al—3, IpOayKTHl KOTOPHIX KaTaJIU3UPYIOT JABE MOCICTHUU CTaIuM
ouocuHTe3a purtomHa [113]. HeobxognuMo OTMETUTH, 4TO Ha BCeEX
cranusax muddepeHIIMPOBKU B TEMHOTE SKCITO3HIINS KYJIETYpP B TeUeHIE
30 MUHYT Ha CBETY IIPUBOIUT K JOTIOJTHUTEIIBHOM 3KCITPECCUY TeHOB al,
3a UCKJIIOUeHUEeM TeHa al—3(c), akcnpeccusi KOTOPOTro JOMOJTHUTEIbHO
YBEJIMUYMBACTCS B OTBET Ha IEMCTBUE CBETa TOJHKO HAa paHHUX CTATUSIX
pa3BUTHS (IO 8 4acoB).

B oTmmume oT KIIeTOK TUKOTO THUTIA, B KYJIBTYpaX MyTaHTOB we— 1 1
we—2 ypoBHu MPHK Bcex reHoB al/ yBenuuMBarTCs B Mpoliecce pas-
BUTHS, TIpUYEM TPAHCKPUIITHI MTOSIBISIOTCS Ha TTO3MHUX CTaIUSIX Tud-
(bepeHIIMPOBKU. DKCITO3UINSI Ha CBETY TEMHOBBIX KYJIBTYp Wc¢ He
MPUBOJIUT K AOTIOJHUTEILHON 3KCMpecCuu reHoB al (CM. HuXe TabJl.
5)[147, 148].

Paszmmanbele MyTaHTBI N. crassa, 6JOKApOBaHHBIE Ha OTAEIBHBIX
aTarax OHTOTeHe3a, WCIIOIB30BAHBI TS TaJbHEHIIETO MCCIeIOBaHMS
PETYIISAIN KapOTUHOTeHe3a Ha Pa3HBIX CTaAUsIX pa3Butus (puc. 1). [To-
JIydeHHBIE pe3yJIBTaThl YKa3bIBAIOT HA TO, YTO KCIIPECCUs TeHOB al— 1,
al—2 v al-3(m) BKIOUYaeTcss Ha paHHUX CTaaMsIX Mpoliecca KOHU-
JuoreHesa u OJIOKUPYETCsl MyTallMsIMM Mo reHaMm acon—2, fld n fl.
HNHutepecHo, uto ypoBeHb MPHK al/—3(c) HU30K Ha paHHUX CTaaUsIX
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pPa3BUTHS B KYJIbTypax 3TUX MYTaHTOB, HO YBEJIMUMBACTCS B TIpoIiecce
nuddepeHUNpPoBKU. He NCKII0UeHO, UTO peryisiiusi 9KCIPeCCUn reHa
al—3(c) ocyliecTBIIsIETCS HE3aBUCUMO OT IIyTeil pa3BUTHUS, OIIpele-
JISIEMBIX MyTallUsIMU 110 TeHaM acon 2, fld, fl.

IMpu nuddepeHIMPOBKE KYJIBTYphl TUKOTO TUTIA, BBI3BAHHOMN
MMOACHIXaHUEM TIPU TTOCTOSTHHOM OCBEIICHWMU, TTOSIBJISTIOTCS TOTTOTHM -
tesbHbIe KomyectBa MPHK al— 1, al— 2w al—3(m) c MaxcumymoM uepes3
1 yac mocJyie MHULIMAUUMKU KOHUAMOreHe3a. B npouecce nuddepeH-
IIMPOBKM 3TU TPAHCKPUITH MMOCTETIEHHO MCYe3aioT. B KynpTypax
MYTaHTOB acon, fld n fl TakKe BBISIBIISIETCS TOTTOJTHUTEIbHAS 9KCTIPECCHST
3THX TeHOB, TOT/IA KaK B KYJIETYpax MyTaHTOB Wc MHIYLIMPYEMOE CBETOM
HaKOIUICHNE TPAHCKPHUIITOB YITOMSTHYTBIX TeHOB albino Ha paHHE# cTaguu
pa3BuUTHUsI OTCYTCTBYeET [147].

XapaKTepHBIM CBOWCTBOM MaKpPOKOHWMAWI Neurospora W criop
MHOTUX JPYTUX BUIOB TPUOOB SIBJISIETCS TO, YTO OHU TOKPBITHI CETHIO
TeperIeTeHHBIX OCJTKOBBIX CTPYKTYP C BEIPaXKeHHBIMU THAPO(POOHBIMU
CBOIMCTBaMM, Ha3blBaeMbIMU ITayioukaMu (rodlet). iMeHHO 3TOT clloit
OTBETCTBEH 3a BOJIOOTTAJIKMUBAIOIIYIO IIPUPOILY MAKPOKOHUINIA U OTCYT-
CTBYeT B MyTaHTe eas (easily wettable) [47, 237]. Oka3zanoch, 4TO TeH eas
ajuieieH reHy bli— 7, uaeHTubupoBaHHOMY ITPU UCCIeT0BaHUM (POTO-
WHAYUMPYEMbIX TeHOB [84], U TeHy ccg— 2, uieHTU(ULUPOBAHHOMY TTPU
HUCCIIeI0BAaHUU T€HOB, KOHTPOJUPYEMBIX IMPKAAHbIMU pUuTMamMu [S50].

B xynbTypax IMKOTo TUIIA IKCIIpeccus reHa eas HauMHaeTcs uepes 4
gaca Toclie MHAYKIINA KOHUAWOTeHe3a W TMTPaKTUIeCKU JOCTUTACT
MakcuMyMa uepe3 8 yacoB rocie Havajna auddepeHuupoBku [141],
MPUYEM 3TOT FeH IKCITPECCUPYETCsl Ha OYeHb BLICOKOM YPOBHE, a HAYalo
9KCIPECCUU MPUOIM3UTETBHO COOTBETCTBYET HaUay SKCIIPECCUU TeHOB
con—6 u con—S§ (puc. 1). UHTEepecHO, 4TO 3KCIIpecCcus TeHa eas HOp-
MaJibHa B MyTaHTaX 10 KOHUIWOreHe3y acon—2, acon—23, csp—1u csp—2,
HO MPakKTUYECKU OTCYTCTBYeT B MyTaHTe fI [141], 4TO COOTBETCTBYET
paHHUM HaOJIOACHUSIM, UYTO BO3AYIIHBIC TU(H MyTaHTa fI THAPO-
(UIbHBI, a BO3MYIIHbIE TM(MBI APYTUX MyTaHTOB THIAPOMDOOHBI. XapakTep
SKCIPECCUU TeHa eas B mpouecce TuddepeHIUPOBKY MOX0X HA KCIIPeC-
CHIO TeHa con—~6, TPaHCKPUTIIINS KOTOPOTO TakKXe OJIOKMpOBaHA B
MyTaHTe fI, HO He B Ipyrux MmyTtaHTtax [217].

Kak orMmeuanoch Boiliie, B jabopaTtopuun Y. SIHOBckoro naeHTUdU-
LIMpOBaHa 11eJ1asi rpyrra reHoB, MoCe10BaTeIbHO SKCITPECCUPYIOIINXCS
B IIpoliecce KOHMINOTeHe3a, BRI3BAaHHOTO IoackixanueM [54]. Ha puc. 1
MIPeICTaBIIeH TTOPSIOK TTOSBICHUS TPAHCKPUIITOB TEHOB B MpoIiecce
KOHUAMOTeHe3a. DKCIpeccusi TeHa con—& He ToAaBIsIeTCsl Y MyTaHTOB
acon, fld n fl., a SKcIIpeccHst TEHOB con—G6 M eas TIONABIISICTCST TOJIBKO
MyTauuei fl. Dkcripeccusi reHoB con— 10, con— 1 1v con— 13 61oKupyeTcst
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MyTausmMu acon—_2, acon—3, fldv fI, T.e. oHU (PyHKIIMOHUPYIOT Ha GoJiee
MTO3ITHMX CTAIUSAX 00pa30BaHMS KOHUIWIA, YeM TeHBI con—06, con—8W eas.

HMHTepecHo, 9TO KOJMYECTBO TPAHCKPHUIITA CoL(S), TTIOCIEA0BATETEHO
YMEHbIIIAeTCs B IIpoliecce KoHuauoreHesa [273].

[lyTem cemeKIIMM MyTaHTOB, KOTOPBIE SKCIIPECCUPYIOT TeHBI con——06
u con— [0 B npoliecce BereraTUBHOIo pocTa [ 159], mosryueHbl peryasiTopbl
BKCIIPEeCCUU TeHOB con M MopdoreHe3a MaKpOKOHUANM, a TaKXKe psiI
MYTaHTOB, Me(PEKTHBIX IO KOHUIHOTEHE3Y.

BreimesreHbI MyTaHTBI rco— I, KOTOPBIE TIJIEHOTPOIIHBI U UMEIOT
M3MEHEeHUs Ha CTaAuy BEreTaTHUBHOTO pOCTa, MAaKPOKOHUIWOTEeHe3a U
moJjioBoro passutusd [272]. OgHa u3 ameneit — rco— 1, 6G1oKUpoBaHa Ha
ctanuu mepen GopMUPOBAaHKUEM IeTiell ¢ MUHOPHBIMU CTsDKKamu. [eH
rco— I TTIOXOX TI0 HYKJICOTHIHOM TOCIeI0BATETbHOCTH C APOSKKEBBIM
reHoM TUP1, ABASIIOIIMMCS 4YaCThIO KOMIUIEKCA pelIpeCcCUM TPAHCKPUII -
uuu [174]. Tlpeanonaraercsi, 4To rco— I MOXKET AeCTBOBAThH MPSIMO WU
OMOCPEeJOBAHO Yepe3 YUYacTOK pernpeccuu MUIEIUaJIbHOTO POCTa,
UIECHTU(GULIMPOBAHHBIN B TTpoMoTope reHa con—10 [69]. Kpome Toro,
noJiydeHsl JaHHbie 4yTo 6e10K RCOI sBasiercst crieliuuuHbIM K TUTY
KJIETOK PerpeccopoM 3KcIpeccuu reHa con— 10 [144].

Kitonuposan teH fluffy. Drot ren kogupyet 6emok FL ¢ C6—1mHAKOo-
BbIM KJ1acTepoM Gal4p—Turia, KOTOPbIii MTOX0K MO0 aMUHOKHCJIOTHOMY COC-
TaBy Ha peryJsiTop a3oTHoro oomeHa y N. crassa — NIT4. Tpenmnonaraercs,
yT0 0es10K FL neiicTByeT Kak peryJMupyeMblii MpolieccoM pa3BUTHSI (haKTop
TPaHCKUITIINN, HEOOXOIUMBII TSI MOpdoreHe3a KoHuaueHocues [41].

[Tpu aHanu3e MPOMOTOPHOIO yyacTKa reHa con—6 oOHapyxXeHa
peryasTopHasi HyKJeOoTUIHas TT0C/IeIoBaTeIbHOCTDb, OIpeaesonasl,
BO3MOXHO, Tpoliecc ¢opmupoBaHusi KoHuauii, — CRS—B (conidiation
regulatory sequence), TIpU4YeM BBISIBJICH KJIIETOUHBIN GEIKOBBIN (pakTop,
CBSI3BIBAIOIINIICS C 3TOM MOCIeoBaTeIbHOCTRIO. [lociienoBaTeIbHOCTh
CRS-B — 5'-GCTGTCAGCATCAT—3', conep>XuUT KBa3uMaailHAPOM
13 IeBATH HYKJICOTHIOB K KoMIieMeHTapHo nenm JIHK [268]. Tomomo-
TUYHBIE TTOCJIeI0BATEIbHOCTH BBISIBIEHBI B IPOMOTOPHBIX paiioHax
TeHOB al— 1, al—2, al-3, eas, con—6 n con— 10.

KOHTPOJIbHBIE MEXAHU3Mbl AN®D®EPEHLIWPOBKHU I'PUBA
B BO3AYIIHOUM CPEAE

Kak orMeuanoch Bbillle, LUKIbI Pa3BUTHUS Y TPUOOB YacTO KOHTPO-
JINPYIOTCS CTPECCOPHBIMU (haKTOpaMM BHEIIHE cpeabl (rojogaHue,
CBET, TeMIlepaTypa, BJIaXXHOCTb), KOTOpPbI€, B CBOIO 0UYepelb, UBMEHSIOT
BHYTPUKJIETOUHbIE CUTHaJIbI (BTOpUUYHbIE MecceHIKepbl). [TocnenHue
COEMHEHMUSI MOTYT JIeMCTBOBATH MPSIMO WJIM OTIOCPEIOBAaHO Ha (haKTOPbI
TPaHCKPUIILIMHU U Yepe3 HUX Ha 3Kcrmpeccuio reHoB. K HacTosemy
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BpeMeHU cHOPMYJIUPOBAHO JIBE TEOPUU OTHOCUTEIbHO MEXaHU3MOB,
Jiexallux B oCHoBe nuddepeHInpoBKY rpudoB. OaHa U3 HUX TTPUHAI-
snexut npod. bapbape Paiit [271], a BTopas — npo¢d. Bunbreabmy
Xancoepry [108]. OcHOBHOE MTOI0XXEHME IIEPBOI1 TCOPHUU COCTOUT B TOM,
YTO 3aIycK MpolieccoB AUMdepeHIMPOBKY BbI3bIBAETCSI CYOCTPATHBIM
rojioganuem. JlucddepeHupoBKa cBsi3aHa C Mepexoj oM OT KOHTaKTa co
cpenoil Ha MeTaboMueckoe camooOciyxxuBaHue. Bropasi Teopusi, B
KOTOPOI1 MpoBeieHa MOMbITKA aHar3a 3TOro Mepexoja, OCHOBbIBAETCS
Ha TOM, UTO JeHCTBME IKOJOTMYECKUX (haKTOPOB MOXET BECTU K
OKUCJIUTEIbHOMY CTPECCY, Pe3yJIbTATOM KOTOPOTO SIBJISIETCSI TIEpecTpoiika
MeTabosin3Ma, prBoIsiias K 1uddepeHImpoBKe. B ycioBusix KoHTakTa
MULEIUsT Tpuda ¢ KUCAOPOAOM OKHMCIUTEIbHBIU CTpecC SIBAsSIeTCS
HanOoJiee BEPOSITHLIM (PaKTOPOM, MHULTUMPYIOIIUM IU(P(PEPEeHINPOBKY.
O0e Teopuy HALLUIM 3KCIEpUMeEHTaIbHOe ImoaTBepxaeHue [94, 105].
Xopoll10 M3BECTHO, YTO CKOPOCTh pOCTa a3pOOHBIX MUKpOOpra-
HU3MOB 3aBUMCUT OT HaJUUUsl KUCI0POJa, TMMUTUPYIOLIEro POCT Ha
MOJIHOLIEHHOM cpeae. Takum oOpa3oM, MpU PpoCTe Ha MOJHOLIEHHOM
cpenie CocOOHOCTb K BOCCTAHOBJIEHUIO KMCJIOPO/1a BbIllIe, YeM CKOPOCTh
ero nuddysun B kiaetky. OnHako, Tpyu JeMCTBUM HECKOJbKMX abuo-
T€HHbBIX CTPECCOPHBIX ar€HTOB TaKUX, KaK cyOCTpaTHOe rojojaHue,
BBICYLLIMBaHUE, MEXaHUUYECKOe MOBPEXIEHNUE U OCBEIlleHUE, BHYTPU-
KJIETOUHAasl KOHIIEHTpaLIUs KUCJIOPOia MOXKET MOBBIIIATHCS B CUITY psiia
npuuuH [108]. Hanpumep, npu yBeauueHuun auddy3un Kuciopoaa B
KJIETKY WIW TIPY HapyllleHUU (PYHKIIMOHUPOBAHUSI IbIXaTeIbHOM 1IETH,
BHYTPUKJIETOUHASI KOHLEHTPALIMS KMCJI0POaa MOXKET MOBBICUTHCS Ha
2—3 mopsiaka, u, epeiinsg pyoex 10— M [24, 108] mpuBOINT K OKUCITH-
TeJbHOMY cTpeccy [122]. CocTosiHUMEe TMIEePOKUCIEHUSI — OKUCIUTEb-
HbI# cTpecc 1o XaHcOepry — HapyllleHUe OKUCIUTeIbHO—BOCCTAHOBU -
TEJIbHOTO CTaTyca KJIETKW BBUIY TOTO, UTO KOJUYECTBO (DOPMUPYIOLIUXCS
KMCJIOPOJHBIX PaaMKaIOB MPEBbIIIAET CIOCOOHOCTU KJIETKU K UX
HelTpanusauuun. XoTs He Bce (opMbl KUCaopoaa, odpasytolimecs
BHYTPH KJIETKM, SIBJISIIOTCS paiuKalaMuy, 3TOT TEPMUH yOTpeOJIsieTcs B
OTHOILIEHUU BCEX BHYTPUKIIETOUYHBIX META0OJUTOB KUCIOpoja, Oojee
peaKkIMOHHO CMOCOOHBIX, YeM MOJIEKYJa KUCJI0poia B TPUILIETHOM
cocrosinuu (*0,). DTO KUCIOPOA B €10 BO30YXAEHHOM CHHIJIETHOM
cocrosinuu ('0,), a TakKe MPOAYKThl OJHO3JEKTPOHHOIO BOCCTAHOB-
JIEHUS KMCJI0pOJa: CyNepoKCUAHbIA pagukal (O)), MepOKCUIHbI
pamukan (HO,), nepokcuansiii non (HO,™), nepekuch Bogopona (H,0,)
U ruapoKcuibHbIN paavkan (OH). Pagukanbl 1 MOHBI aKTUBHOM (DOPMBbI
kuciopona (ADPK) upesBeruaifHO HeCTaOWIBHBI (BpeMs JKU3HU CyTIep-
okcuma — 107¢ cex, a pagukana ‘OH — 10~ cek, ogHaKko, BBUJLY MTOBbI-
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IIEHHOW peaKIMOHHON CIMOCOOHOCTU, OHU MOTYT OKHUCJSITH MEM-
6panHble Tunuabl, 6eaku u JJHK [269].

B cTtabuiabHOM COCTOSIHMM, HAITPUMED, B XOJ€ pOCTa IPUOHOIO MU-
L1eJ1Msl, ypOBEHb KMCJIOPOAHBIX PaIMKAJIOB MOJIepKMBaeTCsl Ha 6e3omac-
HOM YpOBHe OJ1arofapsi 10CTaTOYHOMY KOJIMYE€CTBY BOCCTAHOBUTEJIbHBIX
SKBMBAJIEHTOB B KJIETKE, a TakXe BBUAY (DYHKIIMOHUPOBAHMSI aHTHUO-
KUCJIUTEJIbHBIX CUCTEM, BKJIIOUAOIIMX TakKhue MeMOpaHHO—CBSI3aHHbIE
U UMTO30JbHbIE (DEPMEHThI KaK CYNMepoKCUAMCcCMyTa3a, Karajsa3a u
[JIyTaTUOHTIEPOKCHIa3a U HU3KOMOJIEKYJISIpHbIE COeMHEeHUs (acKop-
OMHOBasi KUCI0Ta, 0—TOKOMEPOoJ, IIYyTaTUOH U APYTUE), a TaKXKe Psij
Ipyrux (pepMeHTHBIX CUCTeM, HallpuMep, pelyKTa3, CHabXalomnx
KJIETKY HEeJOCTalOIIIMMU BOCCTAHOBUTEIbHBIMU 3KBUBAJIEHTAMU.

IMokazano, uro APK cImocoOHBI UTPATh POJTh BTOPUIHBIX MECCEH-
JKepOB B KJIeTKax 0aKTepuii, )KMBOTHBIX U PACTEHMH, T.€. OMOCPE0BaTh
JeiicTBue BHeIIHUX (phaKTOpOB Ha 3kcrpeccuto reHoB [93, 239]. Kak
MeInaTopel AKcrpeccru reHoB ADK MonyMpyroT akTHBHOCTB (haKTOPOB
TPAHCKPUIILIMU. Y OaKTepUii ABE pa3HbIe IPYMITbl TeHOB CTUMYJIUPYIOTCS
nox neiicruem H,0, u O] [193, 219]. B marorenese pacrennii H,0,
MIPUHMMAaET y4acTue KaK CUrHajbHas Mojekyia [193]. V N. crassa pak-
topbl TpaHckpunuuu WCI1 u WC2 MoryT, To—BUIUMOMY, IOABEPraThCs
MoauGbUKALUU TTOJ IeMCTBUEM OKUCIUTEbHOTO cTpecca (CM. HUXeE).

HApyrum BaxkHbIM BTOPUYHBIM MECCEHXKEPOM Y MHOTUX OPTaHU3MOB,
BJIMSIIOIIMM Ha DKCHPECCUI0 TEHOB B OTBET HAa BHEIIHUE CTUMYJIbI,
SABJISIETCSI BHYTPUKJIETOUHASI KOHLIEHTpaLMS LUKJIndeckoro 3',5'—AM®
(WAM®), koTopast onpenensercs PYHKIMOHNPOBAHUEM aaeHUJIAT-
nuKiasel 1 pocomuscrepasbl. M3MeHeHNE BHYTPUKIETOYHOM KOH-
eHTpaun TAM® peryaupyetr akTHBHOCTE HTAM®—3aBHCUMOIA TIPO-
TeMHKUHAa3bl (MpoTeuHKUHa3a A). Y N. crassa ycTaHOBJIEHA CBSI3b MEXTY
ypoBHeM TAM® B kileTKe M XapakTepoMm MopdoreHe3a Mpu BereTa-
TUBHOM pocte Tud [218, 235, 236, 254, 255]. B MuLie 1 KOJJIOHUATBHOTO
MyTaHTa crisp— I sKk30reHHbI TAM® pernpeccupyer CBepXITPOAYLUPO-
Banue pepmenta HAJI(®P) " —rmmkoruaposnassl — hepMeHTa, peryIsius
CUHTE3a KOTOPOro KOOPJAMHUPOBAHHO CBSI3aHa C MPOLECCOM KOHMU-
nuoreHesa [124].

Heobxonrmo oTMeTUTh, 4T0 HAM® 1 aHTMOKCUIAHTBI YBEJTUUUBAIOT
MPOJAOJIKUTEILHOCTD XXU3HU HEKOTOPBIX MyTaHTOB N. crassa ¢ TIOHU-
JKEHHBIM KOHCTUTYTUBHBIM coepkaHrneM TAM® [184].

Takum oOpa3zoM, ripu tuddepeHIIpoBKe rprda N. crassa B yCIOBUSIX
KOHTaKTa C BO3IyXOM, CUTHaJ BHELIHEro (pakTopa MOXKET, TO—BUAM-
MoOMYy, nepeaaBaTbes Kak uepe3 ADK, tak u yepe3 cuctemy tAM®D,
MPpUYEM 3TU MYTU TPAHCAYKLMU CUTHAJIA CTTIOCOOHBI (DyHKIIMOHUPOBATh
KakK B3aMOCBSI3aHO, TaK U HE3aBUCUMO JIPYT OT JIpyra.
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V. INOO®EPEHLIMPOBKA N. CRASSA ITPU CYBCTPATHOM
TrOJIOJAHUN

SKCITPECCHA T'EHOB ITPU ANPOEPEHLIMPOBKE 'PUBA
B ITIOI'PY2KEHHOWU KVJIBTYPE

lTomomanne — HamboJiee pacIpoOCTpPaHEHHBIN CTPECC He TOIBKO Y
MMKPOOPTaHN3MOB, HO M y PACTUTEIbHBIX Y JKUBOTHBIX KJIETOK, MOOWIIH -
3YIOIIUH 3alIUTHBIE MEXaHW3MBI B 1IEJISIX BBIKMBaHUA. DTa dopma
cTpecca B OOJIBIIION CTETICH! BIIMSET Ha (DU3NOIOTHIO KJIETKH, TIOCKOJIBKY
BBI3BIBACT M3MEHEHNE MOHHO—OCMOTHYECKOTO roMeocTta3a. KieTka
OTBeYaeT Ha [UTUTEIbHOE TOJI0MaHKe BKITIOUeHEM TTpoTrpaMMBI nudde-
PEHIIMPOBKHU, B Pe3yJbTaTe OCTAHOBKHU KJIIETOYHOTO LIMKJIA MU CUHTEe3a
Habopa CTpeCcCOpHBIX 0eaK0oB. OMHUM U3 TIIPUMEPOB ITOA00HOI Tudde-
PEHIIMPOBKHU SIBJIIETCS KOHUANOTeHe3 Yy N. crassa.

IMytn nuddepeHuMpPOBKU 3TOro rpuba B 3HAUUTEIBLHON CTEeMEeHU
OITpENEeIIOTCS YCIOBUSAMU IMTUTaHMS. Tak, a30THOE TOJIOIaHNE B KUIKOM
MTOTPY>KEHHOM KYJIbType MHAYLIPYEeT KOHUINOTEHE3, a Ha TBEPAOI cpeie
WHTHOMpYeT KOHMIWOTeHEe3 W MHIYLIMPYET MOJIOBOM Tpoliecc. Hemoc-
TATOK MCTOYHUKOB YIJiepoJa MHIYIIMPYeT KOHUANOTEeHe3 KaK B TOTPY-
JKEHHOM BCTPSIXUBAaeMOU KYJIbTYpe, TaK M Ha TBepaoii cpexe [175, 215].

OG6HapyXeHOo, UYTO MPU KOHUINOTeHe3e B TEMHOTE, BHI3BAHHOM
HEJI0CTaTKOM NCTOYHMKOB a30Ta MJIH YIJIepoia TPONCXOIUT HAaKOTIIICHUE
TPaHCKPUIITOB I'pyIl T'eHOoB al, bli, con (Tadi. 2, 3) [27, 244]. I1pu Hemoc-
TatKe azora ypoBeHb MPHK Bcex mccnenoBaHHbIX HaMU (POTOPETYIn-
pPyeMbIX T€HOB (3a UCKJIIOUeHUEeM TeHa bli—3) yBenuuuBaics 6ojiee yeM
B TPM pa3a B KJIETKaX JVUKOTO TUIIA, POCIINX B XXKUIKOM KyJIbType (Taoir.
2, 3). bonee, uem B mecsiTh pa3 yBeJIm4unBajaoch KoinmaectBo MPHK renoB
al—1u eas, IpmYeM yBeIMUEHUE TPAHCKPHUIITOB TTOCIETHETO TeHa ObLITO
HanboJiee 3HaUNTEILHBIM (0oJiee, yeM B 50 pa3) u MPHK rena eas mocne
WHAYKUIMU cocTaBiisuio 6onee 0,2% ot obiero konnuectBa PHK [244].
Hemnocratox a3oTa cTUMYJTMPOBaJT HAKOTUIEHUE OTHOTO M3 TPAHCKPUTITOB
reHa al—3 — al—3(c), xapakrepHoro s Konuauii [36]. Kpome yBenu-
yeHns yrcia MPHK cTpyKTypHBIX TeHOB, TOJIOIaHME TT0 a30Ty CTHMY-
smpyet HakoruieHHe MPHK perynsaropHoro reHa nit—2 B 2—4 paza [98].

B ycnoBusix Hegoctatka roko3sl ypoBHU MPHK Bcex uccneno-
BaHHBIX HAaMU (POTOPETYINPYEMBIX TEHOB TAKKe YBEJIMIMBAINCH OoJiee
yeM B TPU pas3a B KJIETKaX JUKOTO THUIIA, IIPHU BBIPAIIUBAHUU B TIOTPY-
JKeHHOM KYJIbType B TeMHoTe (Taoi. 2, 3) [27]. IIpu yraepogHoOM royo-
MaHUM YCHIMBAIOCH (OTHOCUTEIBHO YCIOBHMI TONOJAHUS IO a30Ty)
HakorieHue MPHK reHoB bli u con, Torna Kak MHAYKLMSI TeHOB al— [ u
al—2 ObUTa HECKOJIBKO CHIDKEeHA, a WHAYKIIUS SKCIIpecCUy TeHa al—3
3amepxaHa Ha 4 yaca [36]. Kak u B ciryuae HegocTaTKa a30Ta, Py roJjio-
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Ta6nuna 2

Nupykuug 3kcnpeccuy reHOB Y pa3HbIX IITAMMOB V. crassa B OTBET
Ha rojoganue no a3ory (N) umm yraepoxy (C):
Juxuii Tun (WT) u mytanTsl we- 1w we-2

Ten | WT (STa)* | we-1(4398) | we-1(4396) | we-2(4408) | we-2(R251)

N [ C N [ C N|]c|[N]Jc|N]C
al-1 162 977 245 12,1 31,5 12,6 447 153 150 47
al-2 52 38 58 28 11,7 35 93 29 60 18
bli-3 13 46 22 17,1 1,7 7,0 31 90 16 62
bli-4 35 51 23 34 46 49 33 32 23 17
eas 502 47,0 98,4 82,9 108,7 958 66,6 654 103,4 127,6
con-8 32 75 1,8 33 23 33 17 29 23 45
con-10 43 248 102 62,6 7.8 785 57 33,1 41 445

B tabnuue npuseaeHsl oTHomeHus Mexnay MPHK rena muuenust N. crassa npu
BbIpalllMBaHUU B CpeJie ¢ HU3KOoM KoHleHTpauueit azora (2 MM, NH4CI) unu yriepo-
na (0,08%, rmokosbl, C) 1 MPHK cooTBeTcTBYyIOIIETO FeHa MPYU Ky IbTHUBUPOBAHUYI
MULIETHS B Cpelie ¢ BbICOKOI KoHUeHTpauueit azota (50 MM NH,CI) wnu yrinepona

(rmoko3sl, 2 %).

O6mryto PHK Bbinensiim mo metomy CokosoBCKOro u ap. [243], a koinuecTBo
MPHK cootBetcTByiomiero reHa (B nr Ha mr ooueit PHK) onpenensiiu nmo merony
Commepau ap. [245].

* — BCKOOKaXx IMpUBeACHbl HOMEpa IITaMMOB B COOTBETCTBUM C KaTtajioroM LleHTpa
reHeTuku rpu6oB (Fungal Genetic Stock Center, Kansas City, KS, USA).

Tab6muma 3

Mnaykuus 3KCnpeccHu reHoB Y Pa3JIndHbIX INTAMMOB N.crassa B OTBET
Ha royioaanue no azory (IN) mim yraepony (C):
Jukuii Tun (WT) u MyTanTsl nit-2 u nit-4

Fen WT (STa)* nit-2(17,2698) | nit-2 (nr 37, 983) |nit-4 (nr 15, 985)
N | C N C N [ C N | C
al-1 27,3 11,4 57 3,3 30 12,7 10,5 4,6
al-2 6,8 2,8 1,4 2,1 1,7 3,9 2,6 1,2
bli-3 1,3 11, 0,00 17,1 0,11 10,9 0,6 9,0
bli-4 2,7 3,3 0,8 6,1 1,5 9,5 1,2 2,1
eas 86,7 81,5 79,7 4832 224 3376 348 409
con-8 3,2 7,1 0,4 15,9 0,7 11,6 1,9 6,2
con-10 11,8 114,5 1,2 38,5 2,8 162,9 6,5 650

[TapaMeTpbl TAOIULIBI U YCJIOBUSI U3MEPEHEHMSI TE K€, YTO U B TA0JI. 2.
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JTaHWU 110 YTJIEPOy OUeHb CUJIbHO MoBbIaeTcs KoanuectBo MPHK rena
eas (tabdu. 2, 3). Eme onnum reHom, MPHK koToporo 6bicTpo (B TeueHue
JIECSITKOB MUH) M 3HaUuTebHO (TTpubau3uTeabHo B 100 pa3) yBeanuu-
BaeTCs B YCIOBUSX YIJIEPOTHOTO TOJIOMAHMS, SABIIsSIeTCS TeH ccg— 1 [167].

TonogaHue mraMmMoB we— I 1 we—2 110 a30Ty WU YIJIepoay NPUBO-
JIAT K TAKOM K€ MHAYKIIMM IKCITPECCUM YKa3aHHBIX TeHOB, UYTO U Y KJIETOK
JnuKoro tura (Tabia. 2). MoXHO NpennojioXuTh, YTO TMPOAYKThl T€HOB
we— I 1 we—2He TpeOYIOTCsI U151 peryJIsiLiMy rojiolaHeM T'eHOB pa3BUTUS
[27, 244].

ITpu uccnenoBaHUM BIUSHUSI MyTallMid 11O TeHY nift—2, KOTOPbIA
KOAMPYET OCHOBHOU OET0K—PEeryJisiTop a30THOro oomMeHa y rpuba —
NIT2, u reHa nit—4, KOTOPbI KOAUPYET MyTb—CNEUMMDUUHBIN PETYJISITOP
azoTHoro oomeHa NIT4 [97, 99], Ha uHAYKLMIO 3KCIIpecuu psiaa Goto-
WHAYUMPYEMBIX T€HOB MPU YCJIOBUSIX TOJIOJaHUSI MO UCTOUHUKY a30Ta
(Tab. 3) BbISIBJIECH PsiJi MHTEPECHBIX (hakToB. Tak y MyTaHTOB hit—2 Tipu
roJIolaHUM 10 UCTOYHUKY a3oTa HakorieHue MPHK uccienoBaHHbIX
T€HOB PE3KO MOAABISIETCS WX MOJHOCTbIO MHTMOUPYETCsl, a y MyTaHTa
nit—4 nmopaBneHa MHAYKIWS HAaKOMJEHUS TeHOB bli. DT maHHEBIE
YKa3bIBalOT Ha TO, YTO IKCIIPECCUsT UCCAETOBAHHBIX T€HOB, HAXOAUTCS,
MO—BUIMMOMY, TTOJ1 KOHTPOJIEM a30THOTO LIMKJIa rprba — CUCTEMBbI TeHe-
TUUECKUX PETYJIITOPOB a30THOTO MeTabosu3ma (cM. Huxke). MHTepecHo,
YTO B YCJIOBUSIX TOJIOJaHUSI 10 UICTOUHUKY yIjiepoja y MyTaHTOB nit—2 U
nit—4HaxoruieHue MPHK cooTBeTcTBYy1O1IMX T€HOB MPaKTUUECKU TAKOE
K€, KaK M y KJIETOK JMKOTO THUIla, YTO yKa3bIBAaeT Ha CYIIECTBOBaHUE
Pa3IMYHBIX ITyTe# Mepeaavyu CUrHajia Mmpu yCIOBUsIX TOJI0JaHusI TT0 a30Ty
WU YTJIEPO.Y.

KOHTPOJIb OKCITPECCUU TEHOB YV N. CRASSA
[MTPU T'OJIOAJAHMU 1O UCTOYHUKY A3OTA

PaccMoTpuM BO3MOXKHBIE TTYTH TPAHCAYKLIMU CUTHAJIA TIPU TOJIO-
JTAHWU TT0 UCTOYHMKAM a30Ta WM YIJIepoa.

A3OT SIBIISICTCS OCHOBHBIM KOMITOHEHTOM OMOJIOTMYECKUX MaKpO-
MOJIEKYJI, KOTOPBIM IIPUHAIJIEKUT IIeHTpaJIbHast PYHKIIMOHAIBHAS POJTh
BO BCEX JKMBBIX OpraHn3Max. B cBsI31 ¢ TMM OOJIBIIMHCTBO ITPO— 1 3yKa-
PHOTUYECKUX OPTaHU3MOB BBIPaOOTAIM KOHTPOJbHBIE MEXaHU3MEI,
o0ecITeunBaoIIKe IMOCTOSTHHOE ITOCTYIICHUE a30Ta. [pUOBI He SIBISIOTCST
HUCKITIOYCHUEM B 3TOM OTHOIICHWU, TIPUYEM OHM HCIOJB3YIOT HEOObI-
YaifHO IMMPOKUIA KPYT Pa3TMIHBIX COSAMHEHWI B Ka4eCTBe NCTOYHNKA
a30Ta M CITOCOOHBI SKCIIPECCHPOBATH TIPU HEOOXOAUMOCTH (DepMEHTHI
pa3HBIX KaTaboandecKuXx myteit. OOLIMpHBIE MCCIeI0BaHMS METa00 M3~
Ma a30Ta M €T0 PeryJIsSIiAY IIPOBEACHBI Y MULIEINATbHBIX TPUOOB Asper-
gillus nidulans, N. crassa v npoxkeit Saccharomyces cerevisiae [111, 112].
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VY N. crassa orpaHu4YeHMe MO NPeNOYTUTEIbHBIM UCTOYHUKAM a30Ta,
TaKMM KakK aMMOHUI WM TIyTaMUH, BeleT K YBEJIMYEHHOMY CUHTE3Y
pa3IuYHbIX (DePMEHTOB, KOTOPblE HEOOXOAMMBI JJISI UCITOJIb30BaHUS
pPa3HOOOpa3HbIX BTOPUUHBIX UICTOUHMKOB a30Ta. Takoe repekoueHue
METa0O0INYECKUX MyTell KOHTPOJUPYETCSI a30THBIM KOHTPOJbHBIM
HuKiIoM (nitrogen control circle), oqgHUM U3 TJI00ATbHBIX METa0O0JIM -
YECKUX PEryJsITOPHBIX LMKIIOB y 3TOro rpuba. DTOT LMKII BKJIIOUAeT B
ce0s1 psil He CBSI3aHHBIX CTPYKTYPHbBIX F€HOB, KOTOPbIE€ KOHTPOJIU-
pYIOTCS MapasuiebHO KaK OCHOBHBIMU, TaK U MUHOPHBIMU PETyJIsi-
TOPHBIMM F'€HaMU, a TAKXXe METa00JIMYECKUMU UHAYKTOPaMU U a30THOM
KaTabonuTHOM penpeccueii. OCHOBHON TFeH—pEryjasiTop a3oTHOI'O
KOHTPOJIBHOTO LIMKJIA, TIO3UTUBHO AEHCTBYIOIINIA TeH N. crassa — nit—2,
KOJMPYET TI00ATbHBIN TPaHC—IEUCTBYIOIIUNA PETYJISITOPHBIA OeJIoK
NIT2, Kotopbiii OTHOCUTCS K (haKTOpaM TPaHCKPUMLIUU CeMeWCTBa
GATA. benku cemeiictBa GATA gBASIIOTCS pETYJISITOPHBIMU (haKTOpamMu
TPAHCKPUMLMU Y Pa3IUYHBIX OPTaHU3MOB, BKJlOUasi MMO3BOHOUHBIX,
0ECITO3BOHOYHBIX, PACTEHMS, TPOXSKU 1 TpUOHBI [163,164]. GATA—dak-
Topbl oOsanatoT cxoaHbiM JIHK—cBs3bIBaOIMM paiioHOM, KOTOPBIH
y3HaeT KoHceHcycHyto nocienoBareibHOCT WGATAR (rne W=A/T u
R =A/G) u onHUM WJIK IBYyMSI MOTMBaMU LIMHKOBOTO KOJIblia C O0IIel
kougurypauueit Cys—X,—Cys—X, o —Cys—X,—Cys (rae X — mobast
AMUHOKMCJIOTA) U COCEHEN MOCAeN0BaTEIbHOCThIO C MpeobaataHueM
OCHOBHBIX aMUHOKUCIOT. Y rpuboB K GATA—dakTopam oTHOCSTCS,
Hanpumep, y N. crassa (kpome NIT2) 6enkun WC1 u WC2 (cm. Huke),
oenok NRE y Penicillium chrysogenium v 6enok AREA u3 A.nidulans,
KOTOpbI HeoOxonuM st apdekTuBHON TpaHcKpuniuu 6osiee 100
reHoB [38], BOBJIEUEHHbIX B YTUJIM3ALIMIO a30Ta.

Mytauuu 1o reHy nit—2'y N. crassa NpUBOASIT K YaCTUUHOMY WJIU
MOJITHOMY MHTUOUPOBAHUIO JAEPENPEeCcCMM TeHOB a30THOTO LIMKJa MpU
HeloCTaTKe MePBUYHBIX UCTOUHUKOB a30Ta (HUTpAT, COJIM aMMOHMSI,
AMHUHOKWCIIOTHI) [164].

Hns cuHTe3a pepMEeHTOB YTUJIM3ALUMK a30Ta HeoOXoauMa Crelu-
(prueckast MHAYKIMS cyOCcTpaTaMU WJIM TTPOMEXYTOUHBIMM TTPOIyKTa-
MM, orocpejayemasi, Tak Ha3bIBAeMbIMU MUHOPHBIMU KOHTPOJbHBIMU
reHamu. Hanpumep, B npucyrctBuu Hutparta 6enok NIT4, koTtopblit
KoaupyeTcs myTb—cneunduuHbIM (path—specific) KOHTPOJIbHBIM FEeHOM
nit—4, BKIITOYaeT 3KCIIPECCUIO CTPYKTYPHBIX TeHOB nit—3 W nit—0,
KOTOpBIE KOAVUPYIOT HUTpAaT— U HUTPUTPeayKTassl [97, 163]. TpaHckpuri-
uus reHa nit—4 He peryaupyetcs 6eakom NIT2 [97] u 6enku NIT2 n
NIT4 neiicTBylOT HE3aBUCMMO B aKTHUBALIMM IKCIIPECCUU T€HOB, BOB-
JICYEHHBIX B aCCUMWJISILIMIO HUTpaTa, OJHAKO IS ONTUMAJIbHON 3KC-
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Mpeccuu, HanpuMep, CTPYKTYPHOTO reHa nift—3 HEOOXOAMMO MpsIMOe
oenok—6enkoBoe B3aumoseiicteue NIT2 u NIT4 [92].

[noGanbHbIN TpaHC—AEUCTBYIOIIMIA PEeryasaTOpHbIid O6e1ok NIT2
OTBETCTBEH 3a CeJIEKTUBHYIO MHAYKIIMIO MHOTUX U, YaCTO, HE CBSI3aHHbIX
reHoB. MHIMBUayaIbHbIE CTPYKTYPHbBIE T€HBI MOTYT 3KCITPECCUPOBATHCS
Ha 3HAUYUTEbHO Pa3IUYaIOLIMXCSl YPOBHSIX WJIM C Pa3HOM CKOPOCTHIO,
YTO, MO—BUAMMOMY, BO3MOXHO 0Jiaroapsi pa3JiIMuHOi OpraHu3aluu u
HEOJAMHAaKOBOMY uucily 3jieMeHTOB y3HaBaHusi NIT2 B nmpomoTtopax
peryiupyeMbix reHOB. HatuBHubie NIT2—cBs3bIBaolne y4acTKu B
MPOMOTOPHbIX paiiloHaX pa3JIMYHbBIX FTEHOB 3HAYUTEIbHO OTJIMYAIOTCS IO
OpUEHTALIMU, JIOKAIU3AlU1U U HYKJIEOTUJIHOUN MOCaea0BaTeIbHOCTH.
BonbmmHcTBo NIT2—CBsI3bIBaIOIIMX YYACTKOB COIEPKaT 1Ba UK OoJiee
0JIM3KO pacmnoyIoKEHHbIX KOMUA OCHOBHOTO (core) anemeHTa — GATA,
KOTOPbI1 00bIUHO y3HaeTcsi ceMeiicTBoM GATA—dakTopoB. bosbinH-
CTBO OJMHOYHBIX MocienoBatesbHocTeil GATA sBsSIOTCS yyacTKaMU
cinaboro cBsizbiBaHus st NIT2. JIsa (unu 6osiee) anemeHTa GATA,
JIOKaJIM30BaHHbIe Ha paccTosiHMU 10 30 map HyKJIeOoTUI0B APYT OT Apyra
M HarpaBJeHHbIX B OJHOM WJIM MPOTUBOMOJOXHBIX HaMpaBiIeHUSX,
COCTaBJISIIOT y4yacToOK cuiabHOro cBsizbiBaHust NIT2. 3ameHa jirodoro u3
HYKJIEOTHI0B OCHOBHOTO 3jieMeHTa GATA 3HaYUTEIbHO YMEHBIIAET WU
yHUUTOXaeT cBsizbiBaHue NIT2 3a 0fHUM HCKIIIOUEHUEM — TTOCEN0-
BatesibHOCTE GATT coxpansieT okojio 50% CBSI3bIBaIONICH aKTUBHOCTHU
ponurenbckoro anemeHTa GATA. Bee nykineotunsl G, A u T B mmocie-
noBatebHOCTU GATA 1 B KOMILJIEMEHTaApHON MOCJIeA0BaTeJIbHOCTH
TATC na nporubononoxHoii uenu JIHK HaxoasTcst B 671M3KOM KOHTaK-
Te cO cBg3aHHBIM O6eskoM NIT?2 [68].

I[nyramMuH, MO—BUIUMOMY, SIBJASIETCS OCHOBHBIM META0OJIUTOM,
OCYILECTBISIOIINM a30THYIO KaTabOIUTHYIO perpeccuio [65, 208].
JobaBieHrne aMMOHMSI TakKe BeleT K CUJIbHON a30THOM perpeccuu y
N. crassa, HO OH JIECTBYET He caM T10 cebe, TaK KakK He BbI3bIBAeT pell-
peccuu y MyTaHTOB Tpuba, TUIIEHHBIX TIyTaMUHCUHTeTa3bl [136].
BHYTpUKIETOUHBIH MIyTaMUH WK €70 META0OJUTHI BEAYT K PENPECCUN,
0JIHaKO, CUTHaJIbHasI CUCTeMa, KOTopasi YyBCTBYET IMPUCYTCTBUE perpec-
CUPYIOIIMX KOHILIEHTpalMii IIyTaMuHa, Heu3BecTHa. [lo—Buaumomy,
cam Oeok NIT2, BcmomorarenbHbli 0etok NMR (nitrogen metabolic
regulation) nnu naxe retepoaumepHbiii Komrieke NIT2—NMR pearu-
PYIOT Ha UBMEHEHUE KOHLIEHTpALMU IJIyTaMUHa.

He ucximouyeHo, ogHaKo, 4TO KaKOM—aMu00 ele HeuaeHTUUIIN-
POBaHHBIN (haKTOp WK (haKTOPbl pearupyloT Ha KOHLEHTpAIIMIO IIyTa-
MMHA U MEePeNarT CUTHAI penpeccuu K r1o0aabHbIM aKTUBUPYIOLIUM
6enkaM. TakuM (hakKTOpoM MOXKeET OBITh cruicTeMa TAM @ (YypoBeHB 3TOTO
HYKJICOTH]IA B KJIETKe), TaK KaK ypoBeHb HAM® GBICTPO ITOBBIIIAETCS B
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Kjietkax N. crassa ipu nobaBiaeHUM K HUM aMMoHust [197]. B To xxe Bpems,
BHYTPUKJIETOUHBIN ypoBeHb HTAM® TOHMXKAETCS TIPH TOJOAAHUU T10
HWCTOYHUKY a30Ta [25]. ONbITbI ¢ MyTAHTHBIMU IITAMMaMU crisp— I v pka,
Y KOTOPBIX TeHETUIECKH M3MeHeH ypoBeHb TAM @ B KJIeTKax, IOKa3alu,
YTO Y MyTaHTOB crisp— I, UMEIOIIX HU3KWI ypoBeHb TAM @, sKcTipeccust
T€HOB B YCJIOBUSIX TOJIOJaHUSI IO MCTOUYHUKY a30Ta BCeraa Bbillie (3a
HUCKJII0UeHUEe reHa con—I10), yeM y MyTaHTa pka (Tabdi. 4), y KOTOPOro
MMHUTHUpPOBaHa BhICOKas BHYTPHUKJIETOUHAsT KOHIeHTpamus NAM®D
Onaromapst 1eeKTy B perysiTOPHOI CyObeIMHMIIE ITIPOTEMHKMHA3EL A.

Tabnuua 4
DKcnpeccus T'eHOB Y MyTaHTOB N. crassa Py POCTe HA MOJHOLEHO#
cpejie U B CPeiax ¢ HeJOCTATKOM 10 A30Ty HJIH YIJIEPOIy:
MYTAaHThI crisp-1n pka

Ten Cpena crisp-1 (R188) crisp-1 (R302) pka (R304)
nc 3,9 5,7 1,4
al-1 N 21,2 82,6 15,6
C 33,5 36,2 17,7
IiC 0,80 1,28 0,22
al-2 N 3,7 6,1 0,82
C 3,6 4,3 1,03
IiC 7,6 4,6 0,67
bli-3 N 11,9 4,9 2,4
C 78,7 57,8 15,8
I1C 2,43 1,93 1,26
bli-4 N 7,50 8,53 1,97
C 10,2 20,1 4,37
Ic 644 460 257
eas N 1955 2268 969
C 3073 3215 1547
IiC 23,4 19,7 5,6
con-8§ N 38,1 41,7 11,3
C 105 108 35,7
IC 0,58 0,25 0,04
con-10 N 1,24 1,13 1,23
C 1,38 10,7 3,6

B tabnuie npeacTaBieHbl cpeaHUe 3HaUeHUsT KoudecTB crielimduiHbix MPHK (He
MeHee 3-X He3aBUCUMBIX 9KCTPaKTOB, B T Ha Mr o6111eit PHK) B kynbrypax rpuba, poc-
mx Ha mostHoueHHoi cpene (I1C), conepxkareit 50 MM NH ,Cl u 2% romoxko3sl, 1 Ha
cpenax ¢ HepoctatkoM 1o azoty (N, 2mMM NH, Cl) unn yraepony (C, 0,08 % rimokosbr).
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He uckmoueno, uto cuctema TAM® u 6enka NIT2 GyHKIMOHUPYIOT
HE3aBUCUMO JAPYT OT JIpyra, XOTsl HaJluuue B MPOMOTOpEe reHa nit—2
peryasitopaoro CRE—sneMenTa (cM. HIKE) He UCKITIOYaeT BO3MOXHOCTD
peryisimm sKkcrpeccru 6eka NI1T2 BHyTprKIIeTOUHBIM ypoBHeM TAM®D.

AHaJIu3 MIPOMOTOPHBIX MOCENOBATEIbHOCTEN T€HOB, CBSI3AHHBIX C
nubdepeHIMPOBKOK rpuda mokasaa NPpUCYTCTBUE KAHOHMYECKUX
GATA—s3nemeHTOB. ClieyeT OTMETUTD, YTO UX UUCJIO B IPOMOTOPAX BCEX
CBsI3aHHBIX ¢ nUGPEepeHIMPOBKOI I€HOB, 3a UCK/IIoUueHueM bli—3, B
0OJIBILION CTEIEHN KOPPEIUpPYeT co cTereHbio nHaykuuu MPHK stmnx
reHoB. OueHb BaXKHO, YTO CpeJId FTEHOB, UMEIOIINX TaK1Me KAHOHUUECKUE
GATA—naeMeHTbI, TeHbl we— I U we—2, TPOJYKThI KOTOPBIX YYaCTBYIOT
B (hoTOpELIeNIIMH, U TeH fig, KOAUPYIOLIMI KOMITOHEHT LIMPKAIHbIX YaCOB
rpuoa.

CyMMupysl TipeJcTaBleHHbIe JIUTepaTypHble JaHHbIE HEOOXOAUMO
OTMETHUTb, YTO XOTsI JO MOCJEJHEr0o BpeMEHU HE MPOBOAMIN UCCIIENO0-
BaHMI IO HeNocpeACTBEHHOMY B3aumojelcTBuio 6eyika NIT2 ¢ npo-
MOTOpHbIMU TlochenoBaTenbHocTasMU JIHK reHoB, cBs3aHHBIX ¢ aud-
(epeHUMPOBKOI, MOXKXHO ¢ OOJIbLION A0Jeil YBEPEHHOCTH Tpero-
JIOXUTb, 4To 6esiok NIT2 yuacTByeT B pery/isiliuy 9KCIpeccuur 3TUX FTeHOB
B yCJIOBUSIX 1 (hepeHIIUPOBKU ITPU OTpaHUUEHU U IO UICTOYHUKY a30Ta.

KOHTPOJIb OKCITPECCUU T'EHOB V N. CRASSA 1P TOJIOJAHU N
[TO UCTOYHUKY YIJIIEPOOA

Perynsiuumst skcripeccu TeHOB B OTBET HAa BapyaLlMy KOHLIEHTPALAIA
[IIOKO3bI, KaK MPeanoYTUTETbHOIO UCTOYHUKA YIJIEpOoaa, SBISIETCI
pacnpoCcTpaHEHHBIM SIBJIEHUEM, Ha3bIBAEMbIM YIJIEPOIHON KaTabo-
JINTHOM perpeccueil. YriiepoaHasi KaTaboIUTHAsT PeTIpeccust OTHOCHUTCS
K MEXaHU3MY, COMIACHO KOTOPOMY PENpecCUPYIOLINE UCTOUYHUKU
yIJaepoaa UCTIOIb3YIOTCS TPEAMOUYTUTEIBHO TI0 OTHOIIEHHIO K GoJiee
TPYAHO META0OJM3UPYEMBIM, UTO CBSI3aHO CO CHMXKEHUEM CHHTE3a
MOCJEIHUX B MPUCYTCTBUU MEPBBIX. Perynsuus syKapuoTUYECKUX,
perpeccUpyeMBbIX TITIOK0301 TeHOB IMMOAPOOHO MCCIeIOBaHa Y APOXKKE
u Aspergillus [116]. IIpenmonaraeTcs, 4TO IIIOKO3HAs perpeccus
OCYILIECTBIISIETCS TPYMITON PEryIsITOPHBIX MEXaHU3MOB, KOTOPbIE OTBE-
YaloT Ha KOHIIEHTPAIINIO TIIOKO3bI B KileTKax. st S. cerevisiae, Haripu-
Mep, MOJIyYeHbBI J0Ka3aTeIbCTBA TOTO, YTO aKTUBAIMS WJIM MHTUOUPO-
BaHUE TITI0OKO30—PEeIpPeCcCUPyeMBIX TeHOB OIIpeAeIIIeTCs CTETIEHBIO (hoC-
dopmwmpoBanus crienuduueckux JHK— csasbiBatommx 6einkon [91].

brnoxuMmuueckne mcciaenoBanust N. crassa TOKa3allv, 4TO P
¢epmeHTOB rpuba pemnpeccupyercs rioko3oii. K HUM oTHocsITCS
WHBepPTa3a, [II0KOaMIJIasa, 1eJUTioj1a3a, SHAOTOUTaIaKTypoHa3a, TIeK-
TaTiauas3a, NeKTUHIKAa3a U KcuiaaHasza [205, 206, 242].
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Penpeccupyembie T110K0301 reHbl N. crassa uccieaoBaHbl OTHOCH -
TeJbHO MaJio. SIpKUM MpUMEpOM TJI0KO30—peNnpeccupyeMoro reHa y
3TOro rpuba siBisiercst reH ccg— I (wnu grg— 1, glucose—repressible gene),
UIeHTUOUIIMPOBAHHBIN ¢ TTOMOIIBIO MeTona nuddepeHInaIbHOTO
CKPUHUHIAa U KOAUPYIOIIUI OeJ0K ¢ MoJieKy/sipHol Maccoit 7200 [la.
MPHK atoro reHa ¢ Tpyaom onpeessieTcs: B KjieTkax rpuda B rpoliecce
HX POCTa Ha Cpelie C TJII0KO301, HO MPU [NIIOKO3HOM T'OJIOIaHUM KOJIU-
yecTBo MPHK reHa ccg— 1 66IcTpo ¥ 3HAUMTETLHO YBeInauBaeTcs [167].

M3BecTHO, YTO TPAaHCKPUIIIUS TeHa ccg— I KOHTPOIUpyeTcs Ge-
KaMH1, KOTOPBIE CBSI3BIBAIOTCS C IIMC—ACHCTBYIOIIMMU PETYISTOPHBIMU
yuyactkamu — NRS (Neurospora Repression Site) u CRE (Cyclic AMP
Response Element) [262]. TTokazaHo, uTo mocieaoBaTteibHOCTh NRS
SIBJISICTCSI ITUC—IEHCTBYIOIIUM PETYJIATOPHBIM 3JIEMEHTOM M BIIEPBBIE 00-
HapyKeHo, 4To 1ocjiegoBaTeibHOCTh CRE yHKIIMOHMPYET B Ka4eCcTBe
LIMC—IECTBYIONIETO 3JIEMEHTa Y HUTYATHIX TprboB. OKa3alioch, 4TO
siiepHble OeJIKU Tprba CBSI3bIBAIOTCS C peryasiTopHbIMU ydacTkaMu NRS
u CRE reHa ccg— 1 He3aBUCUMO OT JOCTYMTHOCTU BHEKJIETOYHOM TJIIO-
KO3BI, IPUYEM BBISIBJICHBI U3MEHEHUSI HEKOTOPBIX 3JIEKTPO(POpeTH-
yeckux cBoiictB CRE—cBs3biBatoliero 6ejika npu yaajleHUU IJIFOKO3bl
n3 cpensl [262]. [TocnemoBatenbHOCTh CRE, sBNSTIONIAsCS MATMHAPO-
mMoM — 5'-TGACGTCA-3', mepBoHavYalbHO OXapaKTepM30BaHa KakK
PETYJISITOPHBIN 3JIEMEHT B TeHe coMaTocTaTuHa Kphic [32], roe oH
ob6ecmeunBaeT TAM®D—3aBUcHUMYyIo 3KcIipeccuio TeHa. OmmcaH psin
0eJIKOB, CITOCOOHEBIX CBS3BIBaThCs ¢ nociaenoBaresibHOCThI0O CRE. Tlpn
PeryasIiNy TPaHCKPUIIIINY TeHa COMATOCTaTUHA KPBIC YBEJIMYCHNE
ypoBHSI TAM® Benet K dochopmmmpoBannio CRE—cBs3bIBatoniero
¢axropa — CREB. B (pochopmmmpoBannoii popme CREB onocpenyet
yBeJIMYeHNE TPAaHCKPUIILMU TeHa comaTocTtaTtuHa, mpudeM CREB
SIBJISIETCST TIOAXOISIIINM CYOCTpaTOM UTST TIPOTEeMHKWHAZH A.

B omimame oT 1M03BOHOYHBIX, Iie ochemnoBareabHocTh CRE neiict-
ByeT KaK ycuJMBalIIMii ajeMeHT (enhancer) U YHKIIMOHUPYET B
aKTUBALUU TpaHCKpunuuu, y N. crassa mocienoBatenbHocTh CRE
(yHKIIMOHMpPYET B BBIKIIOYEHWN TPAHCKPUIIIINU TeHa ccg— I TIpu
BBICOKO# KOHIIEHTPAIIUHU TITIOKO3HI, T.e. KOTJa BHYTPUKIETOUHAST KOH-
neaTpanust TAM® Toxe Bbicokas. [1py MOHMKEHUH YPOBHS TJTIOKO3BI
W, COOTBETCTBEHHO, TIPU MTOHMKEHUMW YpOoBHI HTAM®D, TIpONCXOIUT
nedochopmmmpoBanue 60enka CREB, ero muccomumanus oT ajeMeHTa
CRE w akTuBamys TpaHCKpUIIINK TeHa ccg— 1 [262].

[IpoBeneHo nccienoBaHme SKCIPeCCUN (POTOMHIYIIMPYEeMBIX TEHOB
B MyTaHTax crisp— 1 1 pka, TIpy BBEIpAIlIMBAaHUM 3TUX IITAMMOB KaK Ha
TTOJTHOLIEHHOM cpelie B OTCYTCTBUM TU(MhepeHITMPOBKH, TaK 1 Ha Cpelax
¢ TIOHMXXEeHHBIM cofiep>kaHreM MCTOYHMKOB a30Ta WU yIliepoa, T.c. B
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ycinoBusX aud@epeHIUPOBKU. ¥ MYTAHTOB crisp—1 comepxaHue
TAM® MUHUMYM Ha MOPSIOK HIDKE, YeM Y JUKOTO THIa OJlarogapst
TeHETUYECKOMY ITOBpeXIeHUIO ameHmIaTuukiasel [20, 134, 198, 218,
240, 254]. Y myranTa pka nedekTHa peryjsiTopHasi cyobenuHUILIa
MMPOTEeMHKWHA3EI A, UTO TIPUBOANT K YACTUIHON MMUTAIINN TTOBBIIICH-
Horo ypoBHSI TAMO® [182].

HccnenoBanne akcIpeccuy (pOTOMHIYIIMPYEMBIX TEHOB B MyTaHTaxX
crisp—1 m pka, BeIpallleHHBIX TIPU Pa3IUYHBIX YCIOBUSX MTUTAHUS,
IT0Ka3aJio, YTO 3KCIIPECCHST BCEX MCCIeTOBAHHBIX TeHOB (3a MCKITIO-
YyeHUeM reHa con—I1()) 3HAYUTEJILHO BBIIIE B MyTaHTax crisp— I, 4em y
MyTaHTa pka (tabi. 4) [27]. KoanyecTBo TpaHCKPUNITOB (DOTOMHAY-
LIMPYEMBIX TEHOB B KJIETKAX TUKOTO THIIA TIPU TEX K€ YCIIOBUSIX 3aHUMAET
MIPOMEXYTOUHOE TTOJIOXKEHIE MEXKIY KOJIMIECTBOM TPAaHCKPHUIITOB 3TUX
K€ TeHOB y MyTaHTOB crisp— I v pka (HeornyOJIMKOBaHHbBIE TaHHBIE). DTU
pe3yJBTaThl, a TAKKE TO, YTO J0OaBJICHNE TITFOKO3bI ITOBBIIIAET BHYTPH -
KJIETOUYHBI ypoBeHb TAM® B kiieTkax N. crassa [197], TTOATBepKIafoT
MIPEATIONIOXKEeHNE OTHOCUTETHLHO y4acTus cucTeMbl HAM® B peryisiium
SKCIIPECCHUH psiZia TEHOB TpHba B YCIOBUSIX TOJIOMAHMS IO cyOcTpaTam,
T.. Ipu quddepeHIUPOBKE.

AHaJIN3 MPOMOTOPHBIX TOCIEI0BATeIEHOCTEN pa3IMIHBIX TEHOB,
CBSI3aHHBIX ¢ TUPDEepeHINPOBKON y N. crassa, TI0Ka3ajl, YTO BCe TEHHI
al, bli v con, a Takxe reHbl eas, cot— 1, we— I, we—2, nit—2 W frq UMe1OT B
IIPOMOTOPHBIX paliOHaX OTHY WM OoJiee IMOCeI0BaTeIbHOCTEM, CXOI-
HeIX ¢ CRE—3nemMenTOM (6 1 Gojiee COBITaJeHUIT HYKICOTUAOB U3 §).
O4YeHb MHTEPECHO, YTO IMMPOMOTOPHBIE TTOCTEeA0BATEILHOCTH PETyIIs-
TOPHBIX TEHOB nif—2 W frq comepXaT y9acTKH, TTOJTHOCTBIO COBITa-
nawiiue ¢ CRE—aneMeHToM, nipuuem y reHa nit—2 ydyactok CRE
HaXOIUTCS B TOU Xe TTO3HUIINH, YTO M 'y TeHa ccg— I (y TeHa nit—2 — HyK-
sneotunbl —489 — —482, a 'y reHa ccg— I — HykneoTuansl —494 — —487),
TOJIBKO B 00paTHOM HaIllpaBICHUN.

HMHTepecHo, 4TO TTOMCK MYTaHTOB, Y KOTOPBIX TPAHCKPUITIINS TEHOB
KOHUIMOTeHe3a MEHSIETCST B 3aBUCHUMOCTH OT KOHIICHTPAIINH TITIOKO3HI
B cpene, MpUBeJ K MACHTU(GUKAIINN TeHa, KOTOPBIi AeMCTBYeT Ha
poiiecc hoOpMUPOBAHMSA KOHUIWI U TIIOKO3HYIO PENpeccuio — rco—3
(regulator of conidiation), n TeHOB, CBSI3aHHBIX C U3MEHEHHBIM Xapak-
TEPOM POCTa M, TO—BUANMOMY, C KOHCTUTYTUBHBIM KOHUITHOTEHE30M —
nrc— 1, nre—2 (non—repressible conidiation) u cnb— I (calcineurin B). Ten
nrc—1 KogupyeT KMHA3y KWHA3bl MUTOTeH—aKTUBUPYEMOM TTPOTEHH-
kuHa3bl (MAPKKK) 1 noxox Ha reH Stell us S. cerevisiae [130], Ten
nrc—2 XoaupyeT cepyuH/TpeoHuH—KuHazy [130], a reH cnb— I — romosior
kanpuuHeBpuHa B [129]. IIpoaykT rena rco—3 — 6enok RCO3, mo—Bu-
IUMOMY, (PYHKIIMOHUPYET KaK CEHCOpP TIIOKO3BI U TepeaaeT MHOOp-
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Ammvonuii (NH}) Imokosa

Tpancnoprep ntokossl RCO-3

\

I'nyramux » BuyrpukietouHas TAM®D
benok NMR————— > besok NIT2
IMporennkuHaza A
I'eH nit-2
(CRE-31memeHT)
\/
[NMR-NIT2] BeJ‘lOKlCREB
GATA-351eMeHT CRE-anemeHT

OKCITPECCHA TEHOB

Puc. 3. Bo3aMosxHBIE TTyTH PETyJIsIIINT SKCIIPECCUU TEHOB IO/ IeICTBUEeM OrpaHuIe-
HMSI 110 ICTOYHMKAM a30Ta WIn yriieposa ¢ ydyactueM TAMO.

MAaIAI0 O BHEKJIETOYHOI KOHIIEHTPAlMK IIIOKO3bl B KJIETKM TaKUM
00pa3oM peryampys SKCIpPecCUio TeHOB U KoHuauoreHes [160].

Ha puc. 3 npexncraBiieHbl BO3MOXHBIE ITYTH PETYJISILIMYA 9KCIIPECCUU
TeHOB I1oJ JAelicTBeM (paKTOpoB AUPGEPEHIUPOBKU — a30THOM U
YIJIEBOAHOM (IVIIOKO3a) TOJIOJAHUU, C YIaCTUEM cucTeMbl HAM®,

VI. HUPKAIHBIE PUTMBI Y NEUROSPORA CRASSA

LupkagHbie Uin OMOJOrMYECKE PUTMbBI — TTEPUOJUUECKH TTOBTO-
psiolecsd U3MEeHEHUS MHTEHCUBHOCTU U XapaKTepa OMOJIOTUYeCKUX
npoieccoB. buojornuecke puTMbl IPUCYILU, TO—BUIMMOMY, BCEM
JKMBBIM OpTaHU3MaM 1 OOHAPYKEeHBI Ha BCEX YPOBHSIX opraHu3auuu [88].
ODTHU THEBHbIE PUTMbI, CYLIECTBYIOLINE MPU MOCTOSTHHBIX YCIOBUIX
OKpY3KaIoIIel cpeabl, HabIIoAaI0TCs Ha OMOXUMUIECKOM, KIIETOYHOM,
(hp13M0IOrMYECKOM U TTOBEIEHYECKOM YPOBHSIX. CYIIIHOCTBIO IIUPKATHBIX
PUTMOB SBJISIETCSI TTPOSIBIIEHUE AKTUBHOCTHU K OIPEACIEHHOMY BpEMEHU
JHSI UIST KOOPAMHALIMKA OUOJIOTMYECKUX MPOLIECCOB ¢ 9K30re€HHBIMU
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PACCBET
TTOBBIIIIEHYE YPOBHS
MPHK frg
0
IMOJIHOYb TOJAEHDb
dochopunupoBaHue MOBbBIILIEHUE
6enka FRQ u ero 18 Houb Aexnb 6 YPOBHSI OesiKa
Jerpaganus FRQ
12
3AKAT

besnok FRQ Bxoaut B siapo,
BBIKJTIOUEHUE TPAHCKPUIILIMY TeHa fiq

Puc. 4. Mopenb nupkanHbIx 9acoB N. crassa [49, 169].

LIMKJIAMU BHEIIHE cpenbl. OHU MTOABEPKEHBI FTEHETUUECKOMY KOHTPOJTIO
U IBJISTIOTCS BaXKHENIIIMMU (haKTOpaMU afanTaluy oprann3MoB. Hezasu-
CUMBIE€ PUTMBI OTAEIBHBIX KJIIETOK CIIOCOOCTBYIOT BPEMEHHOM yrHops-
JIOUEHHOCTU OMOJIOTMYECKUX MPOLIECCOB U, TAKUM 0OpPa3oM, MOTYT
CIIY>KUTh MHTETPUPYIOIINM (DaKTOPOM OMOJIOrMYECKON CUCTEMBI.

DHAOreHHbIE OMOJIOTUUECKIE PUTMbI BO3HUKAIOT Ha OCHOBE CaMope-
TYJIAPYIOIIMXCS MPOLIECCOB € 3alla3abiBalonieil 00paTHOM CBS3bIO.
Brenrnue dakTopbl cIOCOOHBI CABUTATh a3y LMPKATHBIX PUTMOB U
MEHSITDb UX aMIIATYLY.

OpraHu3Mbl UCTIOTb3YIOT BHYTPEHHME YaChl JIJIsT PETYJISILIMU O1OJIO-
FMYECKUX aKTUBHOCTEN TaK, YTOObI OHU MPOSIBISIINCH B COOTBETCT-
Bytomee BpeMst nHs [203]. [Iist 3Toro HeoOXoarMMa perysisiiusl TeHOB,
BOBJICYEHHBIX B IIYTU OTBETA, CO CTOPOHBI UPKAIHBIX YacoB. Cieayer
OTMETUTh, UTO LMpKamgHoe BpeMs (LIB) sBisieTcst yca10BHOCTBIO, T.€.
peasbHOEe OMOJIOrMYecKoe BpeMsl y IITaMMa MM OpraHM3Ma HOpMa-
JIN30BAHO TYTEM JIeJICHUS LIMPKAAHOrO LMKJIA Ha 24 3KBUBAJEHTHBIX
HupKagHbiX yaca. «CyObeKTUBHBINA paccBeT», TAKUM 00pa3oM, oripe-
nensiercst Kak 11B0, a «cyObeKTUBHBINM 3aKaT» paBHO3HAYEH OKOHUYAHUIO
cBeToBOrO Iepuona, — T.e. LIB12 (puc. 4).
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VY N. crassa 1101 KOHTPOJIEM IIMPKATHBIX YACOB HAXOIUTCST MaKPOKO-
HuauoreHes. K HacrosimieMmy BpeMeHU uaeHTU(dUIIMpoBaHOo 6osee 10
reHoB N. crassa, TpPaHCKPUITIHS KOTOPBIX HAXOMMUTCS IO KOHTPOJIEM
SHJIOTEHHBIX YacoB rpuba. B mepByto ouepenb 3TO reHbl ccg — ccg—1,
ccg—2, ccg—4, ccg—06, ccg—7, ccg—8, ccg—9 n ccg— 12, KoTopble NIACHTHU-
(puLmpoBaHBI KaK TeHbI, TPAHCKPUOUPYeMbIe TOJIBKO B OIpeleIeHHOe
BpeMst cyToK [52, 154]. HeoOxonMMo OTMETUTD, UTO TeHbl ccg— I U ccg—2
UAECHTU(PUIUPOBAHBI TAKKe MPU MCCIESIOBAHUM BIUSHUS PA3TUUHBIX
CcTpeccopHbIX (pakTOpoB Ha AuddepeHIIMPOBKY Tprbda Kak reHbl grg— [
u bli—7 (eas), COOTBETCTBEHHO (CM.BhbIIIE). MakcuManbHOE HAKOIIJICHUE
TPAHCKPUIITOB T€HOB cCg MPUXOIUTCS Ha TMEPHUO OT TTO3THENW HOUM JI0
paHHero ytpa (ot LIB18 no I[B5), npuuem crauimoHapHbIii ypOBEHb
MPHK 3Tux reHoB pazinueH, a aMIUIMTyia KOJIMYECTBEHHOIO U3MeHe-
Husg ux MPHK xone6nercst or 2 no 11. MHTEpecHO, YTO HE BCE I'€HBI,
crenudUIecKr KOHTPOJHMpPyeMble YacaMM, BOBJIEUEHBI B MIPOIECC
pa3Butus. Tak skcnpeccust reHOB ccg— 7, ccg—8 u ccg— 12 He uHayuu-
pyeTcsl Kak B Ipoliecce pa3BUTHsI, TaK M IIOI AeiicTBueM cBeTa [152].
Kpome reHoB ccg, moa KOHTPOJIEM SHIOTeHHBIX YaCOB HAXOAUTCS Ha-
KomJjieHue TpaHckpunTa al—3(c) [36] u axcrnpeccuss reHOB con—0,
con—101[143] u frqg [71].

Kak xe @YHKIMOHUpYET MEXaHW3M LIMPKAJHOM PUTMUYHOCTU Y
Neurospora n KakKne TeHBI yJ4acTBYIOT B (DYHKIIMOHMPOBAHUHM STOTO
MmexaHusma?

IeH, konupytoiuii 6eJIKOBbIiI KOMIOHEHT YacoB, COIIaCHO APOH-
coHy u ap. [35] moiokeH obOnamaTh ClaeaylomMu cBorictBamu: (1) my-
TaLlMU B TeHE TOKHBI BBI3BIBATH MU3MEHEHMSI B IEPUOJIE WU IPUBOIUTD
K apUTMUM JJI BCeX MPOLIECCOB, HAXOMSIIIUXCS MO KOHTPOJEM 3TUX
4yacoB; (2) KaK aKTUBHOCTb, TaK ¥ KOJMYECTBO OEJIKOBOTO ITPOIYKTa
JOJKHO OCIIVIITMPOBATH C TOM K€ TIEPHOANIHOCTBIO, YTO U OOIIIHIA PUTM;
(3) mpenoTBpalleHre OCUWUISIIAN YPOBHS OeJIKa JOJLKHO IIPUBOINTD K
APUTMHUU BCEX TPOIIECCOB, KOHTPOIUPYEMBIX JacaMu; (4) CUTHAIBI
OKpY>KaroIei cpelibl, KOTOpPhIEe CABUTAIOT (ha3y YacoB, MOJIKHBI BEI3BIBATH
OBICTpBIC U3MEHEHMS B yPOBHE MJIM aKTUBHOCTH OETKOBOTO KOMITOHEHTA
yacoB; (5) MHIYIUPOBAaHHBIE M3MEHEHUS B aKTUBHOCTH OEJIKOBOTO
MPOAYKTa TeHa ITOJLKHBI (PYHKIIMOHUPOBATH ITO0 MEXaHU3MY 00paTHOI
CBSI3M TSI UBMEHEHMST €T0 YPOBHSI.

V N. crassa obHapyxeH reH fiq [81, 90]. YpoBenb MPHK aToro rena
n KomaecTBo 0enka FRQ mukimmuecku 3MeHsII0TCS ¢ mepruoaoM 22 yaca
B IITAMMAax JUKOrO TUIA, MPU KYJITUBUPOBAHUU B TeMHOTe. [lepuon
WX KOJIMYECTBEHHBIX KOJIEOaHWI M3MEHSIETCSI COOTBETCTBEHHO B MYTaHT-
HBIX IITaMMaX ¢ KOPOTKMM U JJIUTEIbHBIM IlepuomoMm putMma [35]. B
1ITaMMax rpuba, SKCIpeccupyomx HeUMKINIeCKUi TeH frq, LupKa-
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HbIe pUTMbI OTCYTCTBYIOT. CHUXeHue ypoBHsI MPHK frg HezaBucumo ot
BpPEMEHU HS, MEPEBOAUT LIMPKaIHOE BpeMs K 3aKary (HadyajabHOU
HuxxHel Touke B uukie MPHK frg). Kpome Toro, Bbicokuii ypoBeHb
TPaAHCKPUIITOB frrqg Habt0aaeTCsl BO BCE BpeMsl IHS B IITaMMaXx, JIMIIEH-
HBIX (pyHKIMOHaJbHOro 6enka FRQ, u nmpu penpeccur HaTUBHOIO
JIoKyca frg B lITaMMax, HeCYIIUX 3KTOMUYECKU CBEPXIKCIIPECCUPYIO-
LIYIOCSI BEpCUIO TeHa frg, 4YTO yKa3blBaeT Ha CYyIlIeCTBOBAHUE METJIU C
oTpulIaTe/IbHOI oOpaTHOM cBsi3blo. Takum obpaszoM, 6e1ok FRQ nubo
MpsSIMO, JTMOO OTOCPE0BAHO PETYJIUPYET BpeMsl CBoero cuHTe3a. Kpome
TOTO, JJISl Peryasliui 3KCIPECCUU TeHa frqg u obliell LupKamgHoi
PUTMUYHOCTU HeobxoauMa Jokanusauus: 6enka FRQ B sape [156]. B
11eJIOM, O BCEM IOJIydUeHHBIM JAHHBIM T€H frq MOJHOCTbIO YIOBJET-
BOpPSIET KPUTEPUSIM KOMITOHEHTA YacoB.

buoxumnueckast pyHkiums 6enka FRQ elle He BbIsicHeHa, OHAKO
HaKaruiMBaloTCsl JOKa3aTeJbCTBA TOr0, YTO 0eoK (hyHKIIMOHUPYET B
peryjsiuMy TpaHCKPUMLIKMU. BeoK mMeeT HeCKOJbKO CTPYKTYPHBIX
MOTHMBOB, XapaKTepHbIX A5 (pakTopa TPAaHCKPUIILUU: CUTHAJIbHAS
MOCJIEN0BATEIbHOCTD JJISI €T0 JIOKAJIM3aluuu B siape, ciaadbiii JIHK—cBs-
3bIBAIOIIUI JOMEH CO CTPYKTYPOU CIMpaib—IOBOPOT—CIUpPaIb U
KOHCEpBAaTUBHbBIE PallOHBI ¢ MpeobyiafaHUEM KUCJIBIX U OCHOBHBIX
aMUHOKMCIOT [34, 146, 156].

ITonHbIi LMK TETNU frg ¢ 0OpaTHOU CBSI3bIO BKIIOYAET PEPECCUIO
U Jieperpecchio (aKTUBAIIAIO ) TPAaHCKPUTITOB frq [ 168]. Ha paccsete (LB
0, puc. 4) ypouu MPHK frg u 6enka HU3KM, OTHAKO KOJIMUUYECTBO
TPpaHCKPUNTOB frq HaunHaeT yBeauuusatcs [101]. Yepes 4—5 yacos
ypoBeHb MPHK frg nocTuraer Makcumyma (mepen mojyaHeM) U Hauu-
HaloT HakamauBaThes nBe opmbl Oenka FRQ (cm. Huxe). Mexny
MakcuMasibHbIMU ypoBHsIMU MPHK frrg 1 6enka cyiiecTByeT 3aiepxka B
4—6 gacos, npuueM ypoeHb MPHK HaumHaeT cHUXaThCsT 4O JOCTH-
JKeHUSI MAaKCMMAaJIbHOTO HakoIuieHus Oesnka. Bckope mociie Havasa
cuHTe3a 6e1ok FRQ momagaet B siapo [156] v 6uIcTpo (B TeueHMe 3 4acoB)
rogaBisieT [168], TIpsSIMO WIM OTIOCpeIOoBaHO, TPAHCKPHUIIIINIO TeHa fig.
B ocranbHOe Bpemst JHS M B TeUEHUE PaHHEro Beuepa ypoBeHb Oejika
FRQ B sizpe octaercst 1OCTaTOUHBIM JJIs1 TTOJABIEHUsI TPAHCKPUIILIHU.
Bckope nocne cuHTe3a 6enok FRQ mocnenoBarenbHo dochopu-
smpyertcs. HapactaHue 3Toro mpouecca NpuBOAUT K €ro Mocjienyoiei
nerpajgaiuy. YMeHblieHus: KoandectBa FRQ Huxke KpUTHUECKOTO
YPOBHSI MPUBOAUT K €r0 HECIIOCOOHOCTH TOAABISATh TPAHCKPUIILIMIO 1
UK Bo3ooHoBsieTcs [101]. 3amepkXku BO BpeMeHU B MOJIEKYISIPHOM
netJie ¢ 0OpaTHOM CBSI3bI0 HEOOXOAMMBI JUISl JOCTUXKEHUST CTaOUIBHOTO
LIMPKAJHOTO PUTMa 3KCIPEeCCUU TeHa.
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Takum o0pazoM, NeTIsi ¢ 00paTHON CBSI3bIO TPAHCKPUITLIMU/TPAHC-
JISIUWU frq SBISETCS OCHOBHBIM KOMITOHEHTOM 4YacoB Y Neurospora.
OpnHako, JUIST COXpaHEeHMST HOPMAaJIbHBIX CaMOITOIIePKMUBAIOIINXCS
OCUMJUISLIMI BHYTPU WUIM Ha TETITIO JOJIKHBI IeCTBOBATh TTO3UTUBHBIC
aJIeMeHTHI peryisinuu. HegaBHO 1Toka3aHo, YTO reHbl we— I 1 we—2 Heo0-
XOIUMBI I BUIMMOM IUPKATHONW PUTMUYHOCTU M IJI aKTUBAILIMU
aKcrnpeccuu reHa frg [71]. MyTtauuu reHa we— I MOJIHOCTbIO OJIOKMPYIOT
WHAYKIIAIO CBETOM TPAHCKPUIIUM frg, a MyTallud wc—2 TOIYCKAaioT
TOJIBKO BpeMEHHBI (hoTOOTBeT. HapyleHns B KaXXIOM M3 3TUX TEHOB
TIPETISITCTBYIOT HAKOIJICHUIO TPAHCKPHUIITOB fig B TEMHOTE U, CJieIOBa-
TeJIbHO, MPEIOTBPAIlalOT COXpaHEHUE MUKJIMIHOCTY KonmdecTB MPHK
frq u 6enka. McciaenoBaHusl 3TUX MYTaHTOB MOKa3aJiu, YTO TeH wc—2
HeoOXoanM JIJIsT (PYHKIIMOHUPOBAHMS IIMPKATHBIX YaCOB U ICCTBYET Kak
TTO3UTUBHBIM 3JIEMEHT B YaCOBOM IIWKIIE, a TeH wc— [ SIBIIeTCS TTO3K-
TUBHO—/IEHCTBYIOIINM CBSI3aHHBIM C YacaMM TeHOM, 00ECITeYNBAIOIITIM
HEOOXOIMMYIO CBSI3b MEXAY (POTOPELENTOPOM U KOMIIOHEHTOM OCLIWJI-
Jsitopa. [To—Buaumomy, 6esiok WC2 neiicTByeT BO BpeMsl «CyObeKTUB-
HOTO paccBeTa» B KaX/I0M LIMKJIE JJIs BKIIFOUEeHUsI TpaHCKpUIUmu fiq [71].

OIHMM 13 3aMeYaTeJIbHBIX CBOMCTB YaCOB SIBJISICTCS TO, UTO OHU MOTYT
HOpMaJTbHO (PYHKIIMOHUPOBATH B IMMPOKOM JHaTia30He (DU3HOIOTHIEC-
KUX TeMItepaTyp. MccaemoBanms Ha Neurospora ITOKa3ajid, 4TO 5TO SIBJIC-
HIE MOXET OBITh CBSI3aHO C TPAHCISLIMOHHOM peryisauneit 6enka FRQ,
TaK KaK TeMIlepaTypa KyJETUBHUPOBAHUS OTIPEIC/ISIeT KOJTMUECTBA IBYX
BO3MOKHBIX (popm Oenka [151]. Pasubie hopmbl 0enika FRQ obpa3syior-
cs Giaromapsi albTepHATHBHONW WHUIIWAIIMW TPAHCISIIUN: JIMHHAS
NoJIUTENTUAHAs 1erb U3 989 aMMHOKHUCIOTHBIX OCTaTKOB MHULIMUPY-
eTcst Ha mepBoM KogoHe ATG, a kopotkast — 890 aMUHOKMCIIOTHBIX
ocTaTKoB — Ha TpeTbeM KomoHe ATG. Kaxnpiit Tun 0ejika MOXeT ObITh
JMOCTAaTOYHBIM JIJIST aKTUBHOCTH YacOB TP OTIpeieICHHBIX, HO He BCEX,
TeMITepaTypax, ¥ ymajeHue OmTHOUN n3 (popM cyKaeT AMaIta3oH TeMIle-
paTyp, IOITyCKAIOIINX PUTMUYHOCTD. TaK, IMPH BHICOKUX TeMIIepaTypax
(oxomo 30 °C) obwmit ypoBeHb 6ejika FRQ moBbIIaeTcss 1 MHULIMALINST
TPaHCISALNHT MPEIITOYTUTETHLHO IPOMNCXOANT Ha niepBoM KomoHe ATG, a
TIpY HU3KOM TeMmItepaType (okojio 18 °C) — Ha TpeTheM KomoHe ATG.

LmpkamgHbIe Yachl MOTYT MIepeHACTPANBAThLCST ITPY TTOMOIITN BHEITHIX
CHTHAJIOB, TIpUYEM TIpeo0IamarouM 1 Hanbojiee KOHCEPBATUBHBIM
cTumyJsioM siBsietcs cBeT. YpoBeHb MPHK frg yBeninuuBaercs yxxe uepes
5 MUHYT TTOCJIeé KOPOTKOTO CBETOBOIO MMITYJIbCa, HE3aBUCHUMO OT
uHruouposaHus 6eikom FRQ [72]. Habmtonaercst mpsiMmast Koppessiiust
MEKITy CBETOMHIYIIMPOBAHHBIM YPOBHEM TPAHCKPUIITA fi'q M BETUIMHOMN
caBura (a3 puT™Ma KOHUIMOTeHe3a. DT JaHHBIE TTO3BOJISTIOT OOBSICHUTD
KaK OJWH WMITYJIbC CBETa MOXKET BBI3BIBATH 2 Pa3IMYHBIX OTBETA: VIJIU
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YCKOpEHMe WK 3a/1epKKY (ha3bl pUTMa B 3aBUCUMOCTHU OT BPEMEHMU JIHS,
KOrJa MoJiyueH CBETOBOI curHajl. Eciu cBeTOBOW MMITYJIbC TOJTYYeH B
TedyeHue Mo3aHeil Houu, korga ypoBHU MPHK frg Husku u Tonbko
HauYMHAOT MOBKIIIATLCS, TO ypoBeHb MPHK ObICTpO nocTuraeT Touku,
XapaKTepHOM JJ1s1 CEpeIMHBI IHSI, YTO Y TTPUBOJIUT K YCKOPEHUIO LIMKJIA.
C npyroii CTOPOHBI, €CJIM CBETOBOII CUTHAJI ITOJIyYeH B TEUEHHUE PAHHETO
Beuepa, koraa yposeHb MPHK frg cHuzkaeTcst, mpoucxoauT 3aMeijieHue
CHMKEHUsI KOJIMYECTBA TPaHCKPUITA U 3a/iepKKa CJIeIYIOIIero 1UKJIa.
ITpu mojsyyeHMM CBETOBOrO CUMTHaJla B CEpellMHe JHS, KOrla ypOBEHb
MPHK frg makcumasieH, 3aMeTHBIX MU3BMEHEHU B (paze puTMa KOHUIMO-
reHes3a He TTPOUCXO/IUT.

MHoxecTBO (hakKTOB TOBOPUT O TOM, UTO B PErysiliuu (QyHKIIMO-
HUPOBaHUS LIMPKAIHBIX YacoB Y N. crassa U, B YaCTHOCTH, B Ilepeycra-
HOBKE YaCOB ITOJI IeICTBHEM CBeTa, yuacTByeT cucteMa TAM®. Bo—riep-
BbIX, B IPOMOTOPHOM pailoHe TeHa frg MpUCYTCTBYET HECKOJILKO Tocie-
noBarefibHocTel, cxoaHbix ¢ CRE—31eMeHTOM KOTOpPHIi, KaK U3BECTHO,
OTBEYAET 3a PETYJISILIAIO TPAHCKPUITLIMY TeHOB ypoBHeM TAM® (rmpuyem
OJIHAa TOCJIeA0BaTeIbHOCTh NOJHOCThIO coBnaaaeT ¢ CRE—anemeHTOM,
a TpU TOCJeI0BATEIbHOCTA UMEIOT CeMb COBMaJeHU HYKICOTUIO0B U3
BOoCcbMHU). Bo—BTOpBIX, OOHAPYXEHO LUPKATHOE M3MEHEHUE YPOBHS
HAM®O® B kneTkax N. crassa [115], mpuueM OHO oItepeskaeT OCLIMUISILINIO
ypoBHsa MPHK frq Ha 4—6 wacos. Korma ypoBeHr TAM® B KiteTkax
MaKCUMaJleH, KOJIMUeCTBO TPAaHCKPUTITOB frg MUHUMAJIbHO, U Vice versa,
yTo XapakTepHo /ist yuactusi CRE—anemeHTa B peryisiiiuy TpaHCKpPUII-
mun y N. crassa. Kpome Toro, Bo BpeMsi MIHTEHCUBHOTO (Dochoprim-
poBanms 6enka FRQ ypoBeHb BHYTpHUKIIeTOTHOTO TAM® TIOBHIIIIEH, T.€.
BO3MOXHO yBeJIMUEeHUE aKTUBHOCTH MpoTeuHKUHa3bl A. [Ton neiictBuem
CBeTa MPOUCXOAUT ObICTpoe (1—3 MUHYTHI) YMEHbILIEHE BHYTPUKJIIE-
TOYHOM KoHIeHTparmu TAMO® [20, 115, 134], mpudyeM cTeleHb yMeHb-
LLIEHUSI 3aBUCUT OT BPEMEHM JHSI, KOTAa ObLT IMOJyYeH CBETOBOM CUTHA
[115]. B To Bpems1, Korma ypoBeHbh TAM® B KiIeTKax MakKcUMaJeH, a
ypoBeHb MPHK frg MuHuManeH, cBeT BbI3bIBaeT OBICTPOE U 3HAUYM-
tenbHOE (10 50%) moHmxkeHue ypoBHI HAM®, ycKopsist BO3MOXKHO
TakMM 00pa3oM, TpaHCKpUILUIO frg. Korna ypoBeHb TPaHCKPUIITOB frq
MaKCUMaJIeH WIM HAUMHAET YMEHbIIAThCsl BHYTPUKIIETOUHASI KOHIIEHT-
paumst TAM® noHKeHa U CBET BEI3BIBACT HEOOJIBIIIOE €€ YMEHbBIIICHNE,
XOT$Sl TAKOTO YMEHbIIEHUSI 1OCTATOYHO JJIsI HEKOTOPOTO MOBBILIEHUS
TpaHckputuu [115]. Y, HakoHe, cBeT 1 3K3oreHHast TAM® neiict-
BYIOT Ha cABUT ¢a3bl pUTMa KOHUAMOTEHE3a B MPOTUBOIIOJOXKHBIX
HampasieHusx [115].
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VII. CBET U IUDOPEPEHIINPOBKA

11 MHOTHX TeTepOoTpOMHBIX MUKPOOPTaHN3MOB, BKITIOYAsT TPHOBIL,
BUIMMBII CBET SIBJISIETCST DKOJIOTUIECKUM (DAKTOPOM, PETYIHPYIOITUM
KM3HEHHO BaxKHBIE (PYHKILIMHU. XOPOIIIO M3BECTHBI TAKME OTBETHI TPUOOB
Ha OCBellleHNe, KaK PeryyIsiinis CKOPOCTH M BEeKTOpa pocTa, KOHTPOJb
HaJ peajn3anuneil r’eHeTUIeCKIX ITPOrpaMM MHANBUAYAIEHOTO PA3BUTHS
[17]. K HacTosilieMy BpeMEeHU BBISICHEHO, YTO IO/ BJIUSIHUEM CBeTa
cHe—(UOJIETOBOM 00IacTH crieKTpa y N. crassa peryiaupyeTcst HHTeH-
CUBHOCTb BeTBJIeHUs Tud [142], nHAyUMpPYeTCs] KapOTUHOTEHE3, YCKO-
psoTCs TIpoliecchl 6ecrionoro [142] v moyioBoro [76] Bocripou3BeacHMSI,
CIBUTAIOTCS MJTM MHTUOMPYIOTCST LIMPKATHBIC PUTMBI KOHUIUUPOBAHMS
[37, 229], a KIIOBUKHU KEHCKHUX OPraHOB MOJIOBOTO BOCIPOU3BEACHUS
(poTomnepuTeleB) 001aat0T MOJOXUTEIbHBIM (DoTOTponu3MoM [ 142].
Kpowme Toro, BeIIeIeHO MHOTO MyTaHTOB Iprda, Y KOTOPBIX M3MEHEHBI
PELETLNS ¥ TPAHCIYKIINS CBETOBOTO cUTHaja. Takim o6pa3om, N. crassa
SIBJISIETCS] YIOOHBIM OOBEKTOM IJIT (DOTOOMOJIOTUUECKUX, OMOXIUMHU -
YECKUX U TeHETUIECKNX MCCIIeIOBaHMI Mpoliecca (hOTOPETYIISIINN.

C Ipyroii CTOPOHBI, CBET SBJISICTCS MOIITHBIM CTPECCOPHBIM areHTOM
BBUIy HAIMUKS B TPUOHBIX KJIETKaX OOJBIIOro KoJmdecTBa (poToceH-
CHOMJIN3AaTOPOB, TaKWUX KaK (pJIaBWHBI, ITePUHBI, TOPOUPUHEL. Bo3-
OYyXIeHMe STUX MOJIEKYJI KBAHTOM CBeTa TIPUBOAUT K (POPMUPOBAHUIO B
kineTkax ADK: 160 TakKoro CHJIBHOTO OKMCIUTENS KaK CUHTJICTHBIN
kucaopon 'O, 11bo cynepokcuia 0, (ero 1% 1o cpaBHEHUIO C KOJIU-
yecTBOM obpasosasiuerocs '0,) 16, 225]. CnocobHocts APK K B3aumo-
TIpeBpaIIeHUSIM YCHIIUBAeT 3TOT 3(hekT. MMeHHO TpHUIUIeTHBIE MOJIe-
KyJibl (DOTOCEHCUOUIN3ATOPOB, CUHIJIETHBIN KHUCIOPOI, CBOOOAHbBIE
paguKaibl M TIEPEKUCH OPTraHWMYECKNX COCIMHEHUI CITy>KaT WHUIINA-
TOpaMU JIeCTPYKTUBHBIX (DOTOAMHAMUYIECKUX TTPOIIECCOB.

Takum obpa3zoMm, IeiicTBHE CBeTa MPUBOIUT K BOSHUKHOBEHUIO
OKWCITUTETLHOTO CTPecca M BhI3bIBACT aKTHBAIIMIO OMOCUHTE3a B KJIIeTKaX
N. crassa Takux, HaIIpUMep, COSAMHEHNI, KaK KapOTUHOWIHI.

Bocnipusatre cBeTOBOTO CUTHAJA 3aBUCUT OT HAJTMYMS B KIIETKax V.
crassa oToperienTopa, OAHAKO, BOIIPOC O €T0 MPUPOJIE IO CUX ITOp He
peleH OKOHYATeIbHO. bobIras yacTh JaHHBIX YKa3bIBaeT Ha TO, YTO B
KjaeTKax N. crassa mpUcyTCTBYeT (hoTOpelenTop ¢ XpoMohopoM (hJiaBu-
HoBOI mpuponsl [95, 100, 136, 138, 194, 221]. OnHako MHOrooOpasue
doTopeaknmit y N. crassa 3acTaBlseT TpeAriosiaraTh HAIMIKWE IEI0i
TPYIIILI POTOPEILEIITOPHBIX MOJIEKYJI Y TOTO OpraHW3Ma, 4eM OOBsIC-
HSIIOTCS, TIO—BUIMMOMY, pa3inuus B (hOTOUYBCTBUTEIBHOCTH Ipuba 1
pa3IUYHOE BO3AEHCTBUE MyTalMii Ha Ipoiuecc ¢GOTOTpaHCAYKLMU [43,
89, 195].
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W3 peakunii amanTaiuy rpuOHBIX KJIETOK Ha JEHCTBHUE CBETA YMECTHO
VIIOMSIHYTh TPAH3UTUBHOE MU3MEHEHME 3JIEKTPUUECKHUX MapaMeTpOB
IUIa3MajieMMBbl: BXOIHOI'O CONPOTUBJIEHUSI, MEMOpPAaHHOTO MOTEHIIMAa
M 3JIEKTPUYECKON CBSI3U MeXny KieTkamu [cMm. 4, 145, 207], a Takxke
U3MEHEHNE BHYTPUKIIETOUHOM KoHIeHTpauuu TAM® [20, 134, 198, 218,
240, 254].

MYTALUU, BIUAIOIIMUE HA BOCITPUATHUE U IEPENAYY
(TPAHCAYKLHWIO) CBETOBOI'O CUTHAJIA

DoTOMHAYKIIUSA OMOCUHTE3a KApOTUHOMIOB N. crassa sIBISETCS
HauboJsiee pa3pabOTaHHOW MOJMAEIbIO JJIs1 UCCIEeNIOBaHUS MPOLIECCOB
TPaHCAYKIMU CBETOBOTO CUTHaJIa, B TOM UMCJIe, BbISIBJIEHUSI MYyTaHTOB,
CBSI3aHHBIX C ITpollecCaMy peLieTIMY U Mepeaayrd CBeTOBOTO CUTHAaJa.
IToucku TakMx MYTaHTOB MPUBEJIU K BbIAEJEHUIO B JabopaTopuu
ITepknHca MyTaHTOB wc, KOTOpble 00pa3yloT MUIMEHTUPOBaHHbIE
KOHMINY U Getblii Mutienuii [76, 199,201, 202]. Bce myTranThl white collar
pasziesisitoTCsl Ha ABE TPYIIbl KOMIIEMeHTauuum — we—I u we—2 [223].
DTU IBa reHETUUYECKHMX JIOKYCa HEPa3IMIUMMBbI 110 (DEHOTUITY U HAXOSITCSI,
COOTBETCTBEHHO, B xpoMocomax VII u I reHoma N. crassa. MyTtaHTbl we—
11 we—2TI0JTHOCTBIO «CJIeMbl» B OTHOIIIEHUW OTBETOB N. crassa Ha CUHUM
CBET: Yy HUX HapyllleH OMOCUHTE3 KApOTUHOMIOB B Muliesuu [112] u He
HaOJio1aeTcsl cABUra HMPKaJHOTro pUTMa Tof AeilcTBreM cBeta [222].
Kpome Toro, y MyTaHTOB OTCYTCTBYET (DOTOCTUMYJISILIMSI KOHUAMOTeHE3a
[142, 189] u obpa3oBaHue MPOTOIEPUTELINEB, a TakKe U (DOTOTPONU3M
ux KimoBuka [74, 76, 111]. Y myranta wec— I (MyTaHT wc—2 He ucclie-
JIOBaJICsl) BbISIBJIEHbI KOHCTUTYTUBHBIE U3MEHEHUSI BXOJHOTO COMpPO-
TUBJIEHUSI, MEMOPAHHOTO MOTEeHLIMAA U DJEKTPUUECKON CBA3U MEXITY
KJIETKaMU, a Tak>Ke OJJOKMPOBaHbI U3MEHEHUsI DJIEKTPUIYECKUX PeaKnit
miasmMajeMMbl noa aeiictBueM cBeta [145]. Takum obpaszom, 3Tu
MYTaHTBl UMEIOT TUIEHOTPOTTHBIN «CIIeTION» (PEHOTHII.

B nmomonnenue kK white collar, BeIIeaeH 1LIENBIA pSI MyTaHTOB C
U3MEHEHHOI YyBCTBUTEIbHOCTHIO K CBETY. MUTOXOHAPUATBHBIN MyTaHT
poky BBUy MOHUXEHHOTO YPOBHSI LIMTOXpOMa h—THIla UMeeT ocJiad-
JIEHHYI0 YYBCTBUTEJILHOCTb K (hOTOMOAABICHUIO IIUPKATHOTO pUTMa
KOHUIMOTeHe3a IMPH TTOCTOSTHHOM ocBereHun [31, 56, 135]. MytaHTHI
rib—1 wn rib—2 (riboflavin) gepuumnTHBI 1O (hJlaBUHAM U MPOSIBISIIOT
MOHMXEHHYI0 YYBCTBUTEIBHOCTD K (POTOCYTITPECCUM LIMPKATHOTO KOHU -
JIMOoTeHe3a MPpY MOCTOSIHHOM OCBEIIEHWM, OCTa0JIeHHYI0 peakiiio Ha
CBET B OTHOIIIEHUU CABUTA (ha3bl IUPKATHOTO pUTMa, C1a0YyI0 MHTEHCUB-
HOCTb KapoTuHoreHes3a [194]. VI3 rpynrbl MyTaHTOB, MPOSIBISIOLIMX
LIMPKAJHbI KOHUAMOTEHE3 MPU MOCTOSIHHOM OCBEIIEHUU, BbIACICHbI
¢oTOHEUYBCTBUTEbHBIE MYTaHThI lis— I, lis—2 u lis—3 (light insensitive),
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KOTOpBIE He YyBCTBUTEIBHBI K JCHCTBUIO CBeTAa Ha IIUPKATHBIN KOHM-
IUOTeHe3, OMHAKO MMEIOT HOPMAaJIbHYI0 YYBCTBUTEILHOCTh K CBETY B
OTHOIIIEHWUHX cABUTA (Da3bl MIUPKATHOTO PUTMa M MHTEHCUBHOCTU OMO-
cuHTe3a KapoTuHouaoB [195]. Myrautwl blr—1 u blr—2 (blue light
regulator) uMeroT OJeIHOOPAHXKEBBIN (PEHOTUII, YKa3bIBAIOIINI Ha
3aHIDKEHHYI0 MHIYKIIUIO KapOTUHOTeHe3a B MuIleanu [62]. Oka3aiocs,
YTO y TUX MYTAHTOB cTallMoHapHBI ypoBeHb MPHK Bcex mccieno-
BaHHBIX (DOTOMHIYLIMPYEMBIX TEHOB HIDKE, YeM Y JUKOTo Thma [62].

Myrtantel cchb—1 n ccb—2 (constitutive carotenoid biosynthesis)
CITOCOOHBI CUHTE3UPOBAaTh KAPOTUHOUIL KOHCTUTYTUBHO B TEMHOTE,
XOTSI ¥ He 00J1a1af0T N30BITOYHBIM YpoBHeM MPHK cBeToperymmpyeMbIx
reHoB [150]. ¥ myraHTa chr— 1 10 cpaBHEHUIO C KJIETKaMU JUKOTO TUIIa
MOBBIIIEHA 3KCIIPECCUsl TeHOB al— I n al—3, IipuyeM 1o psiny Xapak-
TEPUCTUK (MOPGhOIOTHUS, CUHTE3 KapOTUHOMIOB B TEMHOTE 1 Ha CBETY,
YPOBEHb 9KCIIPECCUU TEHOB) 3TOT MYTaHT OYEHB ITOXOX Ha MyTaHT Tpuoda
crisp— 1, T.e. y HUX U3MEHEHa KJIETOYHasi CTeHKa, OTCYTCTBYIOT BO3/1yIlI-
Hble TUdBI U T.10. [27, 62].

HccnenoBanne 3TMX MYTaHTOB U IBUJIOCH OCHOBAHMEM JIJIST TIPSO~
JIOXKEHUSI O HAJIMYMU ceMeiicTBa (hoTOpeLienToOpoB B KiieTkax N. crassa v
00 ux (aBornporenHoi ipupoae [95, 100,128, 136, 195].

OOTOPEIYJIALNA DKCITPECCUN TEHOB Y N. CRASSA

Oxcnpeccus 60—80 reHoB N. crassa perylMpyeTcsi CBETOM CUHE—
¢uonerosoii obiactu crnekrpa [185]. K HacTosieMy BpeMeHU KO-
HUPOBAHO OKOJIO JIBYX JIeCSITKOB reHoB, ypoBeHb MPHK koTopbix
TTOBHITIIACTCS B OTBET Ha ICCTBUE CBETA, IIPHUEM OOJTbIIAS YaCTh U3 3TUX
reHoB cekBeHnpoBaHa. CoritacHo CoMMepy U JIp. peryJIupyeMbie CAHIM
CBETOM TeHBI MOTYT OBITh Pa3/ie/icHBI Ha JABE TPYIIITBI: paHHKE, Y KOTOPBIX
MPHK nocturaer makcumanabHoro ypoBHs yepe3 20—30 MUH mociie
Havajia OCBeIleHUs, ¥ ITO3IHKE, Y KOTOPBIX MaKCUMaTbHOE HaKOTUICHIE
MPHK nabmopaercs yepe3 45—120 MuH ocBewmeHus [245]. Y nepsoii
IPYIIIEI TEHOB, B KOTOPYIO BXOISAT TeHbl al— I, al—2, al-3, bli—3, bli—4,
ccg—4, ccg—6, con—5, con—10, cot—1, frg m we— 1, nar—miepuon GoTo-
WHIYKIIUHA SKCIIPECCUM COCTABISIET HECKOJIbKO MUHYT, a KOJUYECTBO
TPaHCKPUIITOB Mocje ocBelleHus: ypeanuubaercs B 10—100 pas
(Tabxn. 5) [25, 37, 45, 52, 72, 138, 140, 141, 149, 186, 232, 233, 245].
®otocrnenuduueckoe HakorieHue MPHK renos bli—13, ccg—1, ccg—2
(eas, bli—7), ccg—9 1 con—& NPOUCXOIUT C JJar—1epuoaom 15—45 MuH,
a BeJIMYMHA MHIYKLIMU 3KCIIpeccuu He TpeBbimaer 10—ru (tabdma. 5) [52,
141, 245]. Bkcnpeccust reHa we— 2 110/1 IeMCTBUEM CBETa MPOMCXOIUT ObICT-
po, Ho kosmuecTBo ero MPHK yBennumBaercst Tosibko B 2—3 pasa [149].
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Tabmauma 5
JleiicTBHE CBETa HA SKCIPECCHIO TeHOB NPH BbIPAIIMBAHUM PA3JINYHBIX
MYTAHTOB N. crassa Ha OJHOIIEHHOI cpe/ie M Ha cpeaax ¢ HeIOCTATKOM
HCTOYHMKA a30Ta wim yriaepona: qukuii Tun (WT) u myrantel we-1u we-2

I v, WT we-1 we- 1 we-2 we-2
CH CIIOBUA (STa) (4398) (4396) (4408) | (R251)
I1C 14,1 1,5 1,1 1,8 0,7
al-1 N 5,6 0,9 1,0 1,2 1,2
C 10,5 —* - - -
I1C 14,6 1,0 1,0 1,0 0,8
al-2 N 5,0 0,04 1,0 1,3 1,2
C 2,2 - - - -
I1C 10,6 1,2 0,7 0,7 0,6
bli-3 N 2,8 1,0 0,8 1,3 0,7
C 3,0 - - - -
I1C 23,7 1,1 1,4 2,3 0,6
bli-4 N 9,0 1,1 1,3 2,0 0,7
C 6,9 - - - -
GC 1,8 1,0 0,6 0,4 0,6
eas N 1,6 0,9 0,9 0,9 1,1
C 1,0 C - - -
I1C 3,3 1,2 0,9 0,8 1,1
con-8 N 3,1 0,9 1,0 1,3 0,7
C 1,5 - - - -
T1C 339 0,6 0,8 1,4 1,0
con-10 N 3,7 0, 1,1 1,2 0,8
C 4,0 - - - -

B tabnuiie npeacTaBieHbl OTHOILIEHUS MEXK 1y KojndecTBaMu crielimdudHbix MPHK
B MWIIEIUM, TIPU KYJIGTUBUPOBaHUM Ha TonHoueHHoit cpene (I1C) u Ha cpemax ¢
orpaHuyeHueM mno uctouyHuky azota (N) uiau yriaepona (C) B TeueHue 24 4acoB B
TEMHOTE M OCBEIABIIUXCS MOCTe 3TOro B TedeHue 60 MUH, ¥ KOJUYECTBAMU TeX XKe
MPHK B Muiiennu, BeipaiiieHHOM B aHAJIOTUUHbIX YCIOBUSIX B OTCYTCTBUE OCBEIICHUSI.

* — HeT JaHHBIX.

JlnuTtenbHOE OCBEIIEHNE MOXET OKa3bIiBaTh (DOTOMHTUOUMpYIOIIce
JIeCTBUE Ha DKCIIPECCUIO TeHOB, KaK 3TO, HapuMep, IMMOKa3aHo It
reHoB al—1, al-2, al-3, con—6, con—10u cot—1 [143, 147—149].

HMHTEepecHO OTMETUTh, UTO JOKYCHI T€HOB al—3 1 cot— I KOOupyIloT
I10 IBa TPAHCKPUITA PA3TNYHOM JUTMHBI. KOpOoTKIEe TpaHCKPUNITHI 0001X
reHoB — al—3(m) (mycelial) u cot—I(s) (small), dorouHayunpyemsl, a
IJIMHHBIE TPAaHCKPUIITBI — al—3(c) (conidial) u cor— (1) (large), 1o pas-
HOMY OTBEYAlOT Ha JeiicTBUE cBeTa. JJJIMHHBIN TpaHCKPUIT reHa al—3
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(boToHE3aBUCUM, HO MOXET CTUMYJUPOBATHCS CBETOM, a JJIUHHBII
TPAHCKPUIIT reHa cot— I ckopee otouHrubupyercs [61, 138].

CrenyeT Noa4epKHYTh, UTO Bce (DAKTOPbI, HEOOXOAMMbIE ISl BOC-
TIPUSITUS U TIepeladyr CBETOBOTO CUTHAJIA, TPUCYTCTBYIOT B KJIETKaX rpuda
nepen ocseuieHueM. O6 3TOM CBUAETEJbCTBYIOT 3KCIIEPUMEHTHI C
aKTUHOMUIIMHOM D m mcclienoBaHue TPaHCKPUILIIMU B BBIIEICHHBIX
anapax N. crassa (3KCIEPUMEHTHI «'UN—O0N»), KOTOPbIE MOKA3aJI1, YTO
cBeTO3aBUcUMOe moBbilleHue YypoBHsT MPHK GosbimmHcTBa reHOB
CBSI3aHO C PeryJisiiueld TpPaHCKPUIILIMU, a He C TTOCTTPAHCKPUMIIMOH-
HbIMU KOHTPOJIbHBIMU MeXaHU3MaMu [42, 72,232, 245]. DT pe3yJibTaThl
ObUIM TOATBEPKAEHBI TaKKe MPU UCCIIeTOBAHUMN CBETOPErYJIUPYEMbIX
nmpoMotopoB Neurospora [51, 61, 69, 202a]. CnusgHue CBETOMHAYLUPYE-
MBbIX IIPOMOTOPOB C KOAUPYIOIIUM PallOHOM reHa—mapKepa MpUBOAUT
K CBETO3aBUCMMOM 3Kcmpeccuu aTtoro reHa. Kpome toro u muHruou-
poBaHHe OEJIKOBOTO CMHTE3a He MOoJaBisieT MHAYKIIMIO 9KCIPecCUumn
TeHOB, OBICTPO peryaupyeMbix cBeToM [42, 72].

[peanpuHSATH TOMBITKY WACHTU(DUIIMPOBATh [UC—IEUCTBYIONINE
afeMeHThl — nocyienoBareabHocT JIHK, KoTOphle y3HatoTcst hakTopaMu
TPAHCKPUIIIIUU — KOHTPOJUPYEMble CUHUM CBETOM, T.€. CIIOCOOHbIE
MHGOPMUPOBATH (POTOMHIYIIUPYEMbIE TEHBI O CBETOBOM CTAaTyCe CPE/IbI.
7151 3TOro 66710 UCMOJB30BAHO JIBa MOAXO/A.

Bo—rniepBbix, MpoBeaeHO MPSIMOE CpaBHEHUE HYKJIEOTUIHBIX ITOCJIe-
nosarenbHocTelt JIHK dhoronHayunpyeMbix TeHOB, JieXKallluX BbIIIe He-
TpaHCJIUPYEeMbIX pailoHOB. OHAKO, UX aHAJIM3 He TIPUBE K UIeHTUdU-
KalliM KaKnX—JInbo moxoxkux rnmociegosatenbHoctein JJHK [51, 61, 69].

AJIETepHATUBHBIM TTOIXOIOM JIJIST MASHTU(UKAITNN CITeITU(PUIHBIX
K CUHEMY CBETY PeryJsiITOPHBIX IUC—IEHCTBYIOIIMX 3JIEMEHTOB TpaHC-
KPUMLMU OKa3aJIUCh (DYHKIIMOHAJbHBIE UCCENOBAHUS. DKCIIEPUMEHTDI
M0 aHAJIU3Y JeJIeNi MPOMOTOpa ObUIU ITPOBEACHBI 17151 TeHOB al—3[61],
ccg—2 (eas) |51 u con—1069]. JenemMoHHBIN aHAIN3 TIPOMOTOpPA TeHa
ccg—2 mpuBeN K WISHTU(MUKAIIUY IBYX MO3UTUBHBIX IIHC—3JIEMEHTOB
(Mexay mapamMu HykiaeoTuaoB —1498 u —1079; u —429 u —380) u
HEraTUBHOTO ISl CBETOBOM MHIYKIIMU PETYJISITOPHOTO 3JIeMeHTa (MEXIY
napaMu HyKjiaeoTunoB —595 u —429) [125]. ITo3gHee OBLIO TIPOBEIECHO
MOBTOPHOE UCCIIEIOBaHUE 3TOTO MPOMOTOPA U UIEHTU(DUIIMPOBAHO ABa
3JIEeMEHTa, OTBEYAIOIIUX Ha JIeMCTBUE CBeTa, KOTOpPbIe JTOKAIMU30BaHbI
MeXIy Mapamu HykjieoTuaoB —102 u —218 u Mexmy nmapamy HyKJIeo-
THI0B —460 1 —625, mIpUYeM 3T SJIEMEHTHI OTIMYAIOTCS OT ONMMUCAHHBIX
panee [51, 125].

Heneuust mepBoro sjaeMeHTa MPUBOAMIA K MHAYKIIUU 3KCIIPEeCcCUuun
reHa, HO ¢ U3ME@HEHHOW KMHEeTUKoM. [leselnss BTOporo sjeMeHTa
MOJTHOCTbhIO Mojasisiiga ¢poTouHaykiuwo HakoriaeHust MPHK ccg—2.
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T'en al-3
-226 -170 -161 -136 -119-109 -97-86 -75-66 -33 +1
G CCAAT GG G \/ TATA
APE
T'en con-10
G CRE CRE CRE TATA
G
-1559 [h \L -778  / -353 -265J 4 +1
|
MDR LIMR LRDR
T'eH eas
MR TA MR PLE LRE ACE
-1900 l -1500 i -1000 i —625¢ -400  -218 -102-57 +1
|

AN N

CRE CRS-B CRE CCAAT TATA

Puc. 5. Jlokanuzaius peryassTOpHBIX 3JIEMEHTOB IIPOMOTOPOB TeHOB al—3 [61],
con—101[69, 144, 216] u eas [49, 50, 84].

Ha cxeMe oTMeueHO MoJIoXXKEeHUE PEryISTOPHBIX MMOCEeI0BATEIbHOCTEN TpaHC-
kpunuuu CCAAT, CRE, CRS—B, GATA (G) u TATA. OT™MeueHO IoJIOKEHUE pery-
JISTOPHBIX 3JIEMEHTOB, OTBEYAIOIIMX 32 akTUBaluio cBeToM (APE), u nupkanHsiMu
yacamu (ACE), anieMeHTOB TeMHOBOI penipeccuu B mutieaun (MDR), cBeTo—He3a-
Bucumolii peripeccuu B mutieauu (LIMR), oTBevaroiero Ha cBeT yyacTka, peryjin-
pyemoro pazsutuem (LRDR), a Takxke HeratuBHoro ajnemeHTa passutusi (MR),
aktuBaropa TpaHckpunuuu (TA), anemeHTa aktupaiuu ceetoM (PLE) u anemenTa,
oTBevatoulero 3a aeiicteue ceera (LRE).

Crenyetr Mog4epKHYTh, YTO KPOME CBETO3aBHCHMBIX DJICMEHTOB B
IIPOMOTOpE TeHa ccg—2 0OHAPYKEHBI IPYTHE PETYISATOPHBIC 3JIEMEHTHI,
JIefiCTBME KOTOPBIX HE CBSI3aHO C OTBETOM Ha OCBellleHue (puc. 5).
DOoTOMHAYIUPYEMBII IIPOMOTOP TreHa al—3 NcClIeoBaH ¢ TOMOIIBIO
JeNelnii U cailT—crenududaHoro myrareHesa [61]. Yuactok mpoMoropa
MeKIy TTapaMH OCHOBaHUI —55 1 —226 obecIieynBaeT peakInio OTBeTa
Ha JIeliCTBME CBETa Yy TeHa—MapkKepa. [leenust u MyTareHes mpoMo-
TOPHOTO yJyacTKa reHa al/—3 Mexay napaMu ocHoBaHui —98 1 —74 Bener
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K TIOJTHOM moTepe (hOTOMHAYKIIMKA. B 3TOM yJacTKe oxapaKTepn30BaHO
JIBa MOBTOPSIIOLIMXCSI CTPYKTYPHBIX MOTUBA, Ha3BaHHbIX APE (al—3
proximal element, GAAXXTTGCC, roe X o3Ha4aeT JI00Oble HYKJIEO-
tuabl). [Toxoxwue CTpyKTypHBIE MOTHUBBEI OOHAPYKEHBI B TIPOMOTOpPAX
reHoB al—1, ccg—2 v con—10.

KoppouaHo ¢ coTp. KCTIOJTb30BaJIN CIINTHIE KOHCTPYKIINH IIPOMOTOPA
reHa con—10 v reHa lacZ Escherichia coli nins v3ydyeHus perysiiuu
BKCIIPECCUM TeHa con—10 cBeToM M mpolieccoM pa3Butusa. [locie
JeJeuii M TpaHchopMaluy B N. crassa onipeessiiii akTUBHOCTD [3—Ta-
JIAKTO3MAA3bI TIPU PA3IMUHBIX YCIOBUAX OcBelleHus [69]. B mpomoTtope
3TOTO TeHa He MIESHTH(HUIIMPOBAHO 3JIEMEHTOB, OTBEUYAIOIINX 33 aKTH-
BaIlMIO CBETOM 3KcIpeccuy TeHoB. OgHAaKo OOHApYKeHBI ABa yJyacTKa
TEMHOBOW pernpeccuu, 3JeMEHT pelpecCuy MUIEINaIbHOTO POCTa,
YY9aCTKM aKTMBAllMM KOHUIMOTeHe3a M YCHJIMTENbHBIN (enhancer)
3JIEMEHT. ABTOPBI CYMTAIOT, YTO CBET YYAaCTBYET B CHITUHM TEMHOBOI
perpeccun y 3Toro reHa [69].

Kaxk BBISICHWIIOCH B IaJbHEMIIIeM, IeiCTBHE CBeTa BBIpasKaeTcsT He
TOJIBKO B PETYJISIIINU 3KCITPECCUM T€HOB, HO M B U3MEHEHUH COCTOSTHHS
bochopmmmpoBaHst HEKOTOPBIX O6eTKOB. [Tox neficTBreM cBeTa IIPOUC-
XoauT aedochopuiupoBaHue Oejika ¢ MOJeKyIsipHoit Maccoit 33 k]la
[139], dochopunrpoBaHrie MUKPOCOMAJIBHOTO O€JIKa C MOJIEKYJISIPHO
maccoit 15 xla [191] u runepdochoprimpoBaHre KOMILIEKCa OEIKOB
WC1 u WC2 [158].

MHAyKIIs 5KCIIPecCUy CBETOPETYINPYEMBIX TEeHOB Tprba OJIOKM-
poBaHa B MyTaHTax wc—I u we—2 (tabi. 5). Kpome Toro, skcmpeccust
reHa we— I aBTOpeTYJIUPYETCs, TO €CTh (PYHKUMOHAIbHbBIN 0e10K WC1
HeoOXomuM T (POTOMHIYIIMPYEeMOTO HaKOTUTEHUS ITPOAYKTa 3TOTO TeHa
[45]. CymiecTByeT, 04HAKO, HECKOJBKO UCKITIOUEHUI 13 3TOTO IIpaBUIa.
Tak, pOoTOMHIYKIINS SKCIIPeCCUM TeHa we— 2 He 3aBUCHT OT IIPUCYTCTBHS
(byHKUMOHAJbHBIX TTPOAYKTOB reHOB we— I 1 we—2, a (DOTOMHIYKIIUSI
BKCIIPEeCCUU TeHa frg He 3aBUCHUT OT MPUCYTCTBUS (DYHKIIMOHATHLHOTO
npoaykra reHa we—2 [71, 149]. UHTepecHO, UTO 3aBUCUMOCTDb (POTOUH-
IYKIIUHM KCIIPECCUU TeHa ccg— 1 OT MpoayKTa TeHa wc—2, HO He OT
MPOAYKTa TeHa wc— [, TIOHaBIISIeTCS YCIIOBHOM MyTallfei 1o TeHy cot— 1
[37]. Takoro addexTa He 0OOHAPYKEHO 1T (POTOMHAYKIIMK SKCIIPECCUN
reHoB al—3 u ccg—2.

Kpome Toro, ot ¢pyHkumonuposanus oeiakoB WC1 nu WC2 3aBucur
CTUMYJIAIINS cBEeTOM (PoChHOpUIMPOBAaHUS MUKPOCOMAIIBHOTO GellKa ¢
MOJIEKYJISIpHOI Maccoii 15 x[la, a y myraHToB we— I 1 we—2 U3MEHEH Xa-
pakTep dhochoprmpoBaHMs OeIKa ¢ MOJIeKY/IsIpHOM Maccoii 33 k/1a [191].
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BEJIKN WC1 1 WC2 KAK HEHTPAJIbHBIE KOMITOHEHTBI
CBETOBOU CUTHAJIbBHOM CUCTEMDBL Y N. CRASSA.

HMraxk, a5 Bcex pasiMYHBIX OTBETOB KJIETOK Ipuba N. crassa Ha
JIECTBHUE CUHETO CBeTa HEOOXOAMMO MPUCYTCTBUE (PYHKIIMOHUPYIOIIUX
o6enkoB WC1 u WC2, npuueM MyTalMu IO FeHaM, KOAUPYIOIIUM 3TU
0esKu, BeleT K MOJIHOM «ciernoTe» rpuda. HecMoTpst Ha MHTEHCUBHBII
MOMCK JPYTUX JOKYcoB white collar oOHapyXuTh He yaanoch. O6a 6enka
SIBJISIIOTCSI, TO—BUAMMOMY, (haKTOpaMu TPAaHCKPUTLIUU, CTIELIU(PUIECKU
BOBJICUEHHBIMU B PETYJISILIMIO CHHUM CBETOM, TAKMM 00pa30M IpecTaB-
JIsisE TIOCJIEAHWI 3Tar CBETOBOM TpaHCAyKIMU. bosee Toro, oHM, Mo—Bu-
JUMOMY, TaKe MOTYT CJYXUTbh U 3JIEMEHTOM Mepenayrd CBETOBOIO
curHaza. Takum oopaszom, oeku WC1 1 WC2, 1o—BuanMOMY, SIBJISTFOTCSI
(byHIaMEHTATbHBIMUA CTPYKTYpaMU CBETOCTICLIM(PUIHBIX TPAHCKPUII-
IIMOHHBIX KOMITJICKCOB.

Iensl we—1 1 we—2 KJIOHMPOBaHBI U CEKBEHUpPOBaHBI [45, 149].
HMHTepecHO, UTO MPOMOTOPHbBIE YUacCTKM 3TUX T'€HOB COAepXaT KaHO-
Huueckue GATA—3y1eMeHThI U palioHbl, MOog00HbIe TAMD—perynu-
pyeMomy sneMeHTy CRE (1ectb—ceMb COBNaACHUI HYKJICOTUIOB U3
BOCbMU), KOTOPbI€, KAK U3BECTHO, YYACTBYIOT B PETYJISILIUU SKCITPECCUU
T€HOB B OTBET Ha OrpaHMYEHHE MO MCTOYHMKAM a30Ta WU yrjiepoja.
Benox WCI1 coctout u3 1168 aMMHOKMCIOTHBIX OCTATKOB U UMEET
MoJieKyJIsIpHyto Maccy 127 k/la, a 6eok WC2 (54 k/la) coctout us 530
AMWHOKMCJIOTHBIX OCTaTKOB (puc. 6). B mpeacka3zaHHBIX aMHHOKHC-
JIOTHBIX mocjiegoBaTeabHOCTIX 0eakoB WC1 nu WC2 oOHapyXeHO
HECKOJIbKO CTPYKTYPHBIX XapaKTePUCTUK, YKa3bIBAIOIIUX HA TO, YTO 3TU
0O€JIKM MOTYT BBITTOJIHSITh POJIb (PaKTOPOB TPAHCKPUIILIMY, BOBJIEYEHHbBIX
B CBETOBYIO PETYJISILINIO IKCIPECCUU TEHOB.

Hecmotps Ha To, uto 6eku WC1 1 WC2 pa3inuuHbl 110 pa3Mepy 1 B
aMUHOKHUCJIOTHBIX TOCIEI0BATEJIbHOCTSIX 3TUX OEJIKOB OTCYTCTBYET
TOMOJIOTHSI, OHU UMEIOT CXOJHYI0 OpraHM3aluio TMpearnojgaraeMbix
(YHKIIMOHAJIBHBIX JOMEHOB, BKJIIOUasl ToMeH akTuBauuu (AD), nomeH

AD LOV PAS NTZn AD

AD PAS NTZn

we[[T Tl
1 530

Puc. 6. CtpykrypHas opranu3anus 6ea1koB WC—1 u WC—2 [43, 44].

[Tokazana nokanuzanus nomeHa akruBauuu (AD), nomeHa numepusanuu (PAS),
noMeHa HauenusaHus B sapo (NT), JJHK—cBs3biBaroniero 1omMmeHa co CTpyKTypoit
LIMHKOBOIO «majiblia» (Zn) u nomeHa LOV, pearupyloiiiero Ha u3MeHeHue CBeTa,
PEIOKC—COCTOSTHUSI I SHEPTETUUECKOTO COCTOSTHUST KIIETKU.



Jleticmeue cmpeccopos na pazeumue N. crassa 123

numepusauuu (PAS), nomen HauenuBanus B siapo (NT) u JHK—cBs-
3bIBAIOLIUI JOMEH CO CTPYKTYPOI «IIMHKOBOIO majblia» (zinc finger)
(Zn) (puc. 6). Kpome Toro, 6enok WCI1 comepXuT enie oauH (QyHK-
LIMOHAJIbHBIN paiioH — nomeH LOV.

PaccMoTpum cTpyKTypHY10 opraHusauuio 6eakoB WC Goiee moj-
po6Ho. benku WC1 nu WC2 conepxat JIHK—cBsi3pIBatonie Jo0MeHbI CO
CTPYKTYPOU «LIMHKOBOTO IMAJIbLa», KOTOpbIe 0ueHb rmoxoxu Ha JIHK —cBs-
3piBatone fomeHbl GATA—dakTopoB. B ornuune or GATA—dakTo-
POB ITO3BOHOYHBIX, KOTOPbIE COIepKaT IBa aHAJTOTUYHbBIX JOMEHA, OeTK1
WCI1 n WC2 uMeIoT TOJILKO 10 OHOMY TAKOMY JIOMEHY, PaCIIOI0XEH-
Homy B C—koHiie. [Tetnst «iiuHKoBoro nasbiia» 6enkoB WC1 u WC2 cocr-
OuT U3 18 aMMHOKUCIOTHBIX OCTaTKOB, Torna Kak y n1pyrux GATA—dak-
TOPOB B BTOW MeETJe MPUCYTCTBYeT ToJibko 17 octaTkoB. HemnaBHO
KJIOHMpOBaHbI (hakTopbl TpaHcKpuriuu SRD1 u3 S. cerevisiae u NTLI
M3 pacTeHUs TabakKa, KOTOpbIe TakKxKe colaepxKaT 18 aMMHOKMCIOTHBIX
OCTaTKOB B TeTJie «IIMHKOBOro mnasbla» [187, 188]. I[lokazaHo, uTo
paitonsl 0e1koB WC1 u WC2, comep:kalie JOMEH «LIIMHKOBOTO MaIbliay,
COeJMHEHHbIE C TJyTaTuoTpaHc(epaszoil U 3KCIPECCUPOBaHHbIE B
kaetkax Escherichia coli cnocoOHbI cBsi3biBaThcs ¢ APE—snemeHTOM
¢oToperynupyemMoro reHa a/—3, KOTOpHIiA BOBJIe4eH B (DOTOMHIYKIINIO
aKcIpeccum TeHa [61] n comepskut nBa MmotrBa GATA. B Tpex myTanTax
wc—2 BbISIBJIEHBI MyTallMW WU JeJIeIIUU B TIOMEHE «I[IMHKOBOTO Majblia»
oenka WC2 [57].

B 6enkax WC1 1 WC2 oGHapyKeHbl JOMEHbI aKTUBAILIMM TPAHCKPUII -
mun: N—KoH1IeBoit paiioH 6eiaka WC1 cogepKuT yuacToK 13 28 OCTaTKOB
IIyTaMrHa, a B CTpyKType 0enka WC2 maeHTu¢GUIMpPOBaHbl YYaCTKH,
OoraTble MPOJMHOM 1 KUCJIBIMU aMUHOKUCT0TaMu. Kpome Toro, B 06omnx
OenKax oOHapyKeHbl CUTHaJIbHbIE MOCJIeN0BaTEIbHOCTA CIOCOOCT-
BYIOILIME VX TPAHCIIOPTY B SIAPO (puc. 6).

B amMmHOKMCIOTHBIX mocienoBaTebHOCTIX 0eakoB WC1 1 WC2
BBISIBJIEH TaK Ha3biBaeMblil foMeH numepusaiiuu PAS. beiok WC1 umeer
yuacTtok PAS, cocrosiuii u3 AByx KaHoHn4Yeckux rmosTopoB (PAS A u
B), Torma xak 6emok WC2 nmeet ToabKo oauH 1moBTop PAS. Haspanue
PAS gBisieTcsi akpOHUMOM TEPBBIX OYKB OEJKOB, Y KOTOPBIX ObLIU
00HapyXeHbl aMUHOKMCIIOTHBIE TTOCIEI0BATEIbHOCTU, XapaKTepHbIe JJIsI
momeHoB PAS. Dt0 6emok PER (period) omonormyeckux gacoB Droso-
phila, 6enoxk ARNT (aryl hydrocarbon receptor nuclear translocator)
yenoBeka u 0emok SIM (single—minded regulator) Drosophila [253].
Homennl PAS nokann3oBaHbI B LIeHTpaJIbHOM paitoHe o0onx 6enkoB WC,
YTO yKa3bIBaeT Ha UX BO3MOXHOE ydyacTue B ()OPMUPOBAHUU TOMO— U
rerepoauMepoB 0enkoB WC (puc. 6). [IpoBeaeHHbBIE UCCIEIOBAHUS
HOATBepAWIN 3Ty Turiore3y — noMeHbl PAS 0enkoB WC1 u WC2 sBns-
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IOTCST CTPYKTYPHOIM OCHOBOW (DOPMUPOBAHUS STUMU OEIKaMU TOMO— U
retrepoaumepoB [44]. KpoMe Toro mokaszaHo, 4To KOMILIEKCHI OEIKOB
WC mIpuCyTCTBYIOT B KJIeTKaxX I'prba Kak B TEMHOTE, TaK U Ha CBETY.
HMHuTtepecHo, uto 6esok WC2 comepXuT YHUKaJIbHbI qomMeH PAS,
nmMerormnit 48 % coBmnameHII 110 aMUTHOKHUCIIOTHOM ITOCIeI0BATEIbHOCTH
¢ 6enkoM PYP (photoactive yellow protein) — coTopeenTopoM CUHETO
CBETa, YYaCTBYIOIIUM B OTpUlIaTeJIbHOM (hoToTakcuce y Ectothiorodospira
halophila [40].

benku, conepxaiuue noMmeHbl PAS, yyacTBylOoT B peructpauuu
U3MEeHEHWI MHTEHCUBHOCTH OCBEIICHUsI, OKUCIUTEIbHO—BOCCTAHO-
BUTEJLHOTO CTaTyca, YPOBHS KMCIIOPOa M HEOOJIBIINX JINTAHIOB, a TaK-
K€ B OLIEHKE 9HEePreTUYecKoro coctossHus kiaetok [253]. JlomeHsl PAS
MIPUCYTCTBYIOT B TAaKMX OeJIKaX KaK THCTUIWH— W CEPUH/TPEOHUH—TIPO-
TEeMHKWHA3BI, XeMOPEILIENTOPHI, (POTOPELETITOPHI AJISI TAaKCHUCa W TPO-
nmm3Ma, 0eJKW IUPKATHBIX PUTMOB, OEJIKHW MOTEeHIIMAI—3aBUCUMBIX
MOHHBIX KaHaJIOB, dochoanacrepasbl MUKINIESCKUX HYKICOTUIOB,
PeryJIsITOPbl OTBETOB Ha THITOKCHUIO M PETYIATOPHl SMOPUOHAIBHOTO
pa3BUTHUSI HEPBHBIX KJIeTOK. JlomeHbl PAS cBsI3aHBI ¢ pa3IUuYHBIMU
PETYIATOPHBIMUA MOIYJISIMU B MYJBTUIOMEHHBIX Oeslkax. B pesynbrare
CTIEKTp KJIICTOYHBIX OTBETOB IIPU M3MEHEHWU BHEITHWX W BHYTPHU-
KJIETOYHBIX YCJIOBUI KOHTpOIUpyeTcs uepe3 PAS—conepkaiue peler-
TOPBI, TPAHCAYKTOPHI Y PETYIISITOPHI.

HccnenoBana ¢yHKIIMOHANBHASA POJIb B TPAHCIYKIIUM CBETOBOTO
curHana gomeHa LOV (light, oxygen and voltage sensing), uneHTubu-
LIMPOBAHHOIO TOJILKO B mocieaoBareibHOCTH 6esika WC1 (puc. 6) [45].
[TocnenoBaTeIbHOCTDL 3TOTO JOMeHa (aMUHOKUCIOTH 393—504) nMeeT
BBICOKOE CXOIICTBO (42% MIeHTUIHOCTH 1 63% CXOICTBA) ¢ TIOCIIeAOBa-
TeJbHOCTBIO (hakTOpa TpaHckpunuuu Bat uz Halobacterium halobium,
KOTOPBI HEOOXOAUM JUIST OITOCPEIOBAHON KUCIOPOAOM MU CBETOM
3KCIIpeccuu reHa bakrepuopononcuHa [ 103]. Dror ke pation 6enka WCI
MMeEeT CXOACTBO IO TOCIeI0BaTeIbHOCTU (45% nueHTUIHOCTH U 55%
cxonctBa) ¢ 6enkom NPH 1 (non—phototropic hypocotyl) u3 Arabidopsis,
KOTOPBI, TTO—BUAUMOMY, SIBJISIETCSI CEpUH/TpeOHUH—KMHa30i [118].
KpoMe Toro, aToT Xe y4yacToK MMeeT cXOACTBO (23% WUIEHTUIHOCTU U
53% cxoncTBa) ¢ aMUHOKKCIIOTHOM TocienoBaTesIbHOCThIO O6eyika Nifl,
KOTOPBI perylImpyeT TPaHCKPUIILHIO TeHa #if B OTBET Ha M3MEHEHUS
KOHIIEHTpAIlUK KHUCJIOPOIa B OKpyXarolleit cpene y Synechocystis sp.,
Kilebsiella pneumonia n Azotobacter vinelandii, npuuem 6e0k NifL mmeeT
B KauecTBe Tipoctetnieckoii rpynmsl @®MH [117]. Bonee Toro, nomeH
LOV cxonen (36% nneatTnaroctr 1 60% cXoncTBa) ¢ CyObeIMHUIIAMUT
MMOTEeHILIMAI—3aBUCUMBIX KaJIMEBBIX KaHaJIoB U3 Drosophila n MieKo-
murtarommx. [TokazaHno, yrto nomeH LOV He oOpa3yeT JuMepoB ¢ KaHO-
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HuYeckuMu nomeHamu PAS, HO criocoOeH K aBTommmepusauuu [44].
BoimeneHO TpuU «clembiX» MTaMMa we— 1, ¢ 3aMeHaMUu OJMHOYHBIX
aMUHOKMCJIOT TOJILKO B joMeHe LOV, uTo yka3biBaeT Ha BaXKHOCTh 9TOTO
JoMeHa st potooTBeTOoB vy N. crassa, npudeM O0enku WC1 y aTux
MYTaHTOB CIIOCOOHBI K caMOAMMepHU3aliuu, To ecTb 1oMeH LOV, Bo3-
MOXKHO, UTPaeT BaXHY poJib B TPAHCIYKIIMK CBETOBOTrO curHaia [189].

OCHOBBIBasiCb Ha MOJyYE€HHBIX JaHHBIX BBIABUHYTA TUMOTE3a,
corylacHo kotopoit 6enku WCI1 u WC2 gaBisitoTcsl LIeHTpaabHbIMU
KOMIIOHEHTaMU CUCTEeMbl CBETOBOTO curHaia y N. crassa, mpuHuUMasi
yJacTue B ero pelerniuu, TpaHCAYKIIMHI, a TAaKXKe Peryjaupysl B KauecTBe
(pakTOPOB TPAHCKPUIILIMU IKCITPECCUIO (POTO3aBUCHUMbBIX TeHOB. OIHAKO
3Ta MojieJib Mepeaayn CUrHajaa OCTaBJISIET HEBBIICHEHHBIM POJib BTO-
PUUHBIX TTOCPETHUKOB U (pochopunmpoBaHusi/nedochopuaiipoBaHust
B TPAHCIYKIIMM CBETOBOTO CUTHAJA.

I'MITOTETUYECKMWE MEXAHU3MbI IEPENAYUY CBETOBOI'O CUT'HAJIA

CyMMUpyYS UMEIOIIHECS B TUTepaType JaHHbIC HY>KHO OTMETHTh, YTO
MIPUCYTCTBUE HE3HAUYNTEIbHBIX KOJTUUECTB IMPOIYKTOB TeHOB we— [ 1
we—2 B MHUIIEIUH Tpuba, poCIIero B TEeMHOTE, MOXKET MHIYIIMPOBAThH
TPAHCKPUIIIINIO TeHOB—MUIIIEHE! B OTBET Ha CBET 0€3 OO THUTETLHOM
TPAHCKPUIIIINY 3TUX TeHOB. Ha 3To yKa3pIBaloT IBa THITA TaHHBIX.
Bo—mnepBbIX, MHAYKIMS 1eJI0TO psaa GOTOMHIYLMPYeMbBIX TeHOB M.
crassa MPOVCXOJUT OYEHb ObICTPO U TPAHCKPUMTHI OMPEACIISIIOTCS YKe
yepe3 HECKOJIbKO MUHYT IOCJe CBETOBOIO CUTHaJia, TO €CTh ObICTpee,
yeM (pOTOMHAYKIMS SKCIpeccu TeHoB we— I u we—2 (okojio 30 MuH).
Bo—BTOpbBIX, CBETOBAs MHAYKIIMS SKCIIPEeCCUU TeHa al—3, HarmpumMep, He
paszo0iiaeTcsl Mpu MpeaBapuTebHON 00pabOTKe KJIETOK LIMKJIOTeKCH-
muaom [42]. CrenoBaresibHO, CBETOMHAYLIMPYeMasi aKTUBallUsl TpaHC-
KPUITIUHN Pa3INIHBIX TEHOB MOXET OBITh Pe3yJETaTOM 3aITycKaeMoit
CBETOM TOCTTPaHCAIMOHHON Moaudukaiuu 6eakoB WC1 u WC2.

KakoB e MexaHM3M, C MOMOIIbIO KOTOPOTO CBET aKTUBUPYET
ObICTPbIN oTBeT uepe3 6enku WC1 u WC2?

OmHOI M3 BO3MOXHBIX CUCTEM MOCTTPAHCISIIMOHHON MOAU(M-
Kauuu sBisieTcs cuctemMa TAM®. /1715t oneHKM posn cucteMbl TAM® y
rpuOOB B (DU3MOIOTHUUECKUX TTPOLIecCcaX MPEIOXKEH LeJblii psii KpuTe-
pHeB, MO KOTOPBIM MOXKHO CYINTh 00 ydyactn TAM® B perymsaunu
ncciienyeMbix mmpoueccoB [198]. CormacHoO 3TUM KpUTEPUSIM ITOJTyYeH
psIA TOKA3aTeNbCTB O MIPUIACTHOCTA cUCTeMBl TAM® N. crassa K
TpaHCOYKIUU (POTOCUTHATA TPUOHBIMU KJIETKAMM, B OCHOBHOM, TIpU
(boTOMHIYIIMPOBAHHOM CHHTE3¢ KAPOTHHOMIOB B MUTICITHM.

[Tpu ocBellleHUM KIeTOK Mulieaust N. crassa TpouCcXoauT ObICTpOE,
KpaTKOBpeMeHHOEe W 3HAYMTEJbHOE MOHIMKEHE BHYTPUKICTOUHOTO
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Puc. 7. Biusnue tAM®
Ha (GOTOUHAYKIIMIO 3KC-
npeccuu reHoB N. crassa.

Muuenuit cobupanu
Tocjie pocTa B TEMHOTE
(D) unu nocne 30 MuH
cBeTOoBOM nHAyKLMuU (L)
(1 — KOHTpOJIbHAS KYJIb-
Typa,2 —+ 20 MM TAM®,
3 —+20MM AM®D). [l
IOT—O0JIOT TMOpUAM3aLIUNA
UCIIONIb30BAIU crieLIuU-
YECKMe 30HIbI TS Kaxk-
noro reHa. Konrposib —
reH n—G6, KOTOpBIl He
WHIYIAPYETCSI CBETOM.

ypoBHS TAM® [20, 25, 115, 126, 134], KoTOpHIit
MOXKET TOCTUTAaTh MUHUMAJIbLHOTO 3HAUYCHUS B
teueHue 30—600 cex B 3aBUCUMOCTHU OT yCJIO-
BUI1 OCBEIEHUS W Cpelbl KYJIETUBHPOBAHUS
(TBepHast MUIM XKUIKasT), T. €. CHUKEHHUE YPOBHS
HYKJICOTHIa TIPOUCXOMUT paHbIle WHIYKIIUU
akcnpeccuu reHoB. [Ipu ¢poTouHayLIMPOBAH-
HOM KapOTUHOTeHe3€e BeJIMYMHA YMEHbBIIICHUS
BHYTPUKJIETOYHOTO ypoBHSI TAM® Koppenu-
PYeT ¢ BBICOKOI BEpOSITHOCTBIO (r okoJjio 0,9) ¢
MMOCJIEYIOIIMM HaKOIUIEHNEM KapOTHHOWIOB
[20,134]. AkTuBHOCTH (pochoauacrepasnl
TAM® mon meiicTBEM CBeTa YBEJIMUMBACTCS
in vivo, IpUYEM BPEMEHHbBIE XaPAKTEPUCTUKU
5TOTO YBEJIWYCHUS COOTBETCTBYIOT KPUBOM
U3MEHEHUST BHYTPUKIIETOUHOTO YpoBHSI TAM®D
[26]. Uurubutop pepmMeHTa — 3—U300yTHUI—
1 —MeTUJIKCAaHTUH, U 3K30reHHass TAM® To-
nIaBisttoT poTooTBeT. [ToKazaHa BO3MOXKHOCTD
doToakTHBaIMM (PpepMEeHTa U3 KIETOK JUKOTO
TUMNA B CUCTEME in Vitro, IPUYEM BO3MOXKHA
JacTUYHAs PEKOHCTPYKIIMSI MeXaHn3Ma (hOoTo-
PeTYISINU aKTUBHOCTHU (ochoamnacTepas3bl
HAM® B GecKIETOUHOI cUCTEeMe C ydacTUEeM
coequHeHU# (GaBUHOBOUN mpupoasl (PAJ,
®MH, pubodmaBun) [26].

CaeT uHayuupyet nedochopuimpoBaHmue
HECKOJBKNX OCIKOB B TeUeHME HECKOJBKUX
MHWHYT B MUIIEJIUN KJIETOK TMKOTO THIIA. YCTa-
HOBJIEHO, 4TO 100aBIeHMEe dK30reHHO HTAM®D
WHTUOMPYET MHAYKIIMIO CBETOM 3KCIIPECCUU
CBETO3aBUCUMBIX TEHOB (pUC. 7), a TaKXKe OKa-
3bIBacT AeiicTBME Ha (a3bl IMPKATHOTO PUTMa
rpuda, IPOTUBOIIOJIOXKHOE AeiicTBIIO cBeTa [ 103].

Bce a1 manHbIe, a TakKe HATMIKEe HECKOJTh-
KHX BO3MOXHBIX y4acTKOB (hochopuinpoBaHusi/
nedochopuipoBaHusi BaMUHOKHCIOTHBIX TOC-
nemoBaTenbHOCTAX 0esikoB WC1 1 WC2, cBsizaH-
HBIX ¢ PYHKIIMOHUPOBaHMEM ITPOTEMHKIMHA3HI A
(4eThIpe 1 a1Ba, COOTBETCTBEHHO) [45, 149] 00yc-
JIAaBJTMBAIOT BeChMa BEPOSATHOE yIaCTHE CUCTEMBI
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Puc. 8. Ilpennonaraemas cxema peryJsiliii CBETOM 3KCIPECCUU T€HOB C y4acThUeM
cuctembl TAM® u perynstopHbix 6e1koB WC—1 1 WC—2.

B cxemy BkitoueHbI TpaHCc—AelcTBYoMIKE peryasiTopHble 0enku CREB, WC—1,
WC-2, nuc—aeiictpyroniue aeMeHTbl IpoMoTopoB reHoB CRE, APE, GATA u reHbt
we—1 v we—2.

TAM® B pelieniu ¥ TPaHCAYKIIMKA CBETOBOTO CUTHAJIA 1O CIICAYIOICH
cxeme: (poroakTuBalys pochommacrepassl TAM®D — CHIDKeHUE BHYTPH-
KJIETOYHOTO ypoBHSI TAM®D — ymeHbIleHne akTuBHOCTH TAM D —3aB1-
CUMOI MPOTenHKMHA3kI — aedocdoprmposanue 6e1koB WC1 u WC2 —
aKTUBALUS 3KCcIpeccun (poToperyimpyeMbix reHoB (puc. 8). Henbas
HCKITIOYUTH BO3MOXKHOCTH TOTO, 4TO HAM® MOXeT IeiicTBOBaTh uepe3
OCJIKM, KOTOPBIE CBS3BIBAIOTCSA C IIUC—ACHCTBYIONINM PEryIsITOPHBIM
yuactkoM CRE B npoMoTopax (hOTOMHIYLIUPYEMbBIX T€HOB.
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VIII. KOMILJIEKCHOE JIEVICTBUE CTPECCOPHBIX ATEHTOB
HATUOPEPEHIUPOBKY N. CRASSA

IMpencraBieHHbIl paHee MaTepuall MO3BOJISIET caeaTh MPearnoio-
SKeHHE O CYIIIeCTBOBAHUY aJIbTepHATUBHBIX MyTel Iepeaadyn CUTHaIA OT
Pa3HBIX CTPECCOPHBIX areHTOB: CyOCTPAaTHOIO TOJOJAAHUS U CBeTa Ha
nuddepeHInalbHYI0 9KCIIPECCUI0 TEHOB B X0/1e pa3BUTHUS Tpubda N.
crassa. [10CKOIBbKY B TPUPOTHBIX YCIIOBHUSX TPUOHOI OPTaHM3M ITOABEP-
raeTcsi KOMIUIEKCHOMY BO3JIEMCTBUIO CTPECCOPHBIX (haKTOPOB, Mpe-
CTaBJISLIO MHTEPEC UCCIIeI0OBAaHUE COBMECTHOTO IEUCTBUSI 9TUX (DAKTOPOB
Ha 9KCIIPEeCCUIO TEHOB Pa3BUTHS M peakKuu agantauuu N. crassa. [pu
HCCIIeI0BaHUU COBMECTHOTO BIIMSIHUSI CYOCTPaTHOIO TOJIOAHMS U CBETa
Ha 3KCIPeCcCuIo FreHOB KapOTUHO— M KOHUIMOTeHe3a y N. crassa Bbisic-
HUJIOCh, YTO roJIoIaHKE M0 MCTOYHMKAM a30Ta WJIW yIjiepoja U CBeT Mpo-
SIBIIIOT aIIUTUBHOE JeHCTBHE Ha DKCIIPECCHIO (POTOPETYIMPYEMBIX
TeHOB B KJIeTKaX AUKOro Tuma (Tabdm. 5) [6, 27], T.e. mocie MHIYKIIUN
9KCIPECCUM ITUX FEHOB TOJI0IaHKEM 10 UCTOUHMKAM a30Ta WU yrjie-
pona ocBelllgHUe BbI3bIBaeT JAOMOJHUTEbHOEe HakorieHue nx MmPHK.
HcxiroueHune cocTaBIIsieT TOJIBKO T'eH eas (bli—7), 3KcIpeccust KOTOpOro
MOYTH MaKCHUMaJibHa MOCje CyOCTPaTHOIO IoJIOIaHUsI U OCBElleHNEe He
npuBoauT K yBeanueHuto MPHK atoro rena.

715t mccemoBaHMsST KOMIUIEKCHOTO IIEMCTBHST CTPECCOPHBIX areHTOB
Ha peaKIIUK aganTtaiuu N. crassa ObIT TAaKKe MCTTOTh30BaH M MyTaHTHBIH
mwraMM nap (neutral and acidic amino acid permeability). [IITamm siB-
JIsieTcsl pe3yabTaToM MyTauuu ogHoro reHa [120], onHako (GyHKIMO-
HaJIbHOE 3HaU€HMe 3TOro reHa HeM3BEeCTHO, TaK KaK 3TOT I'eH JI0 CUX TTOP
He KJIOHMPOBaH. Y MyTaHTHOTrO mtamMa Ha 30—60% cHIKeHa CKOPOCTh
TpaHCIIOpTa Yepe3 MeMOpaHy aMUHOKMCIIOT, YPUAWHA U TTI0KO36I [211,
270]. TakuMm 006pa3oM, IITAMM Aap MOXKET CIIY>KUTh MOJIEJIbIO TOJI0IAi0-
et KyaeTypbl N. crassa. JlanpHeiiye uccieqoBaHus ¢ THOLIMAHATOM
KaJIWsT TIOKa3aJIv, YTO Y 3TOTO ITaMMa TTOHMXXEeH MeMOpaHHbBIM TTOTeH-
muai, a Takxke Ha 50% cHuxeHa akTuBHOCTb HT—AT®da3bl niasma-
Tuueckoii MmemOpansl [58]. KpoMe Toro okasajioch, 4YTO y MyTaHTa
CHMXXeHa CKOpocTh pocTta [9]. McciaemoBaHus ¢ MOMOIIbIO BHYTPU-
KJIETOYHBIX MUKPOIJIEKTPOIOB MOATBEPANIN CHIKEHNE BEITUYMHBI
noreHuuana mokost Ha 20% [7]. Tem He MeHee, TakKe, KaK U y TUKOTO
THTA, Y MyTaHTa TIPUCYTCTBYIOT IB€ TPAH3UTUBHBIE TTOCIeI0BaTeIbHBIC
peakiuy ria3MaTuyeckoit MeMOpaHbl Ha IECTBHE CUHETo CBeTa — POCT
BXOJTHOTO CONPOTHUBIICHUS B TIepBbIe 3—5 MUH OCBEIIEHUS W TUTIEP-
MTOJIIpU3alMs TUTa3MaTUYeCcKOi MeMOpaHbI ¢ TMKOM Ha 30—oif MUH
ocseuieHus [7, 22a]. Ilpupoaa ¢hbOTOMHAYLIMPOBAHHON TUIEPTIOSI-
pU3alNH TUTa3MaJeMMbl OMHAKOBA Y TPAHCTIOPTHOTO MyTaHTa U IMKOTO
tuna [7]. O4eBUaHO, TAKUM 00Pa30M, UTO CHUKEHUE IMOTEHIIMAIIA [TOKOS Y
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MYTAHTHOTO IITAMMAa He OTPaXaJloCh Ha aJalTUBHBIX peaKIUIX
IUIa3MajieMMBbl Tpuba B OTBET Ha JeCcTBHE CUHEro c¢BeTa. OQHAKO
BBISIBUJIOCH, YTO KOHCTUTYTUBHOE COAEPKAHUE KAPOTUHOUIHBIX TTUAT-
MEHTOB OKAa3aJIoCh Y MyTaHTa B JIBa pa3a BhIIIE, YeM y JUKOTO TUIIA.
IMpuuem pacrnpenesneHue mo GppakLusIM KapOTUHOUAOB OAMHAKOBO Y
000MX MYTaHTOB: MPEeBaJTUPOBATl HEMPOCITOPOKCAHTUH, a OTACIbHBIE
KOMIIOHEHThI (DPAKIIMKA HENTPATbHBIX KAPOTUHOMAOB paclipeaesiiuch
MPaKTUYECKU OIMHAKOBO [5, 6].

HMHTepecHO, 4TO IEiCTBHE CBETA HA KJIETKM TPAHCIIOPTHOI'O MyTaHTA
MIPUBOAMJIO K 3HAYUTEIHLHO OOJIbIIeMy (B aOCOMIOTHBIX KOJIMYECTBAX)
YBEJIMUYEHUIO KADOTUHOUIOB 10 CPABHEHUIO C IUKUM TUIIOM; U BHYTPH-
KJIeTouHoe copepkaHre ATM y MyTaHTHOTO IITaMMa TaKXKe 0Ka3ajloch
B MOJITOPA pa3a BBIIIE, YeM y IMKOro tuia. M3BecTHO, 4TO mpolecc
OMOCHHTE3a KAPOTUHOMAOB JOCTATOYHO SHEPrOeMOK: Ha CUHTE3 OJJHOM
monekynbl C,) KADOTUHOMIOB U3 MEBAJIOHOBOI KMCJIOTBI B TPUOHBIX
KjeTKax rmorpeosiercsa 10 24 mojekysn AT®. TakuM o6pa3oM MOKHO
MPEAIOI0XUTh, YTO CHUKEHE MEMOpPAaHHOTO TPAHCIIOPTA Y MYTAHTA,
00bIYHO Mcnob3ylouero 10 50% BHyTpukietouHoro AT®, u maet
BO3MOXHOCTb KJIETKAM HaKaIlJINBaTh U30BITOYHBIE KAPOTUHOWIBI B
YCJIOBUSIX TOJIOJAHMSI 10 CyOCTpaTaMm.

JanHble, TOJyYeHHBIE TIPU UCCIEIOBAHUU MYTaHTa nap, SIBISTIOTCS
elle OJHUM J0Ka3aTeJbCTBOM TOrO, 4TO CyOCTpaTHOE rojioJaHue
CTUMYJIMPYET, HO—BUAMMOMY, SKCIIPECCUIO TEHOB KapOTUHOreHe3a y N.
crassa. KpoMme TOro, MyTaHT nap SBASIETCS MIPUMEPOM aAIUTUBHOIO
JIEACTBUS CTPECCOPOB — CYOCTPATHOTrO TOJIOJAHUS U OCBEICHUSI — Ha
CUHTE3 KapOTUHOUIOB.

IX. BAIIIUTHBIE MEXAHU3MBI OT IEMICTBUSA CTPECCOPOB

B npensiaynyx riaaBax pacCMaTpUBaINCh METa0OIMIECKIE CIBUTH,
TIPEIIECTBYIOIINE KCIIPECCUU TEHOB Ha OTAEIBbHBIX CTamusax audde-
PEHIIMPOBKU N. crassa. DTH AaHHBIE SIBIIMCh OCHOBAaHUEM IUISI TIPEI-
MTOJIOKEHMST O HAJIMYUKM OKUCIUTEIBHOTO cTpecca, TMPEaIeCTBYIOMIETO
Kaxmomy mrddepeHInPOBOYHOMY 3TaIy U ITO3BOJIMIN pacCMaTPUBATh
nrdhepeHIMPOBKY KaK CPeACTBO M30eXaTh T'MOEIN MO BIUSHUEM
CTPECCOPHBIX BO3ACUCTBUIA.

Kraccnueckne MexaHM3Mbl aHTUOKCHIAHTHOM 3aIIUTBI TPUOHOM
KJIETKH BKJTIOYaromve 16 aHTMOKCUIAHTHBIX (hepMeHTOB [176—181] u
HEJBI P HU3KOMOJIEKYJISIPHBIX COCTMHEHMI, TaKUX KaK Ol—TOKO-
¢epo, spurpoackopOart, TIIYyTATUOH U Jp., U UX 3HAYCHUE B Pa3BUTUN
N. crassa paccMaTpUBAIOTCS B psifie cTaTeil u 0630poB [66, 67, 152, 153,
180, 183, 228, 258]. Ham xoTenoch OB 0OOCYANTH 3aIIUTHYIO POJIb
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KapOTUHOUAOB 1 TIpodoONHOB B Xoae AuddepeHUNPOBKU N. crassa n
IpYTUX IIpeICTaBUTENICH 11lapCcTBa rpruOOB.

CBOMCTBA KAPOTUHOWOB, OTTPEAEJAIOIINE
NX BUOJIOTUYECKYIO AKTUBHOCTD

KapoTrnHouabsl — sIpKo XeATble TUTMEHThI, paCpOCTpaHEHHbIE KaK
Yy (DOTOCMHTETUKOB, TaK U He Y (DOTOCUHTE3UPYIOLIUX OPTaHU3MOB.
Bakrepuu, rpudbl U pacTeHUs] CUHTE3UPYIOT KapoTUHOUAKI de novo;
SKMBOTHBIE XK€ MOJydaloT UX ¢ MUIIEH 1, KaK MpaBujio, MOIUMULIUPYIOT
B mpolecce okuciaeHus. [Ipy sH3MMaTUYeCKOM paclIerieHUU Kapo-
TUHOUJOB 00pa3yeTcs peTHHOJ. PETUHOI U MPOAYKTHlI €r0 OKUCICHMS
WUTPaIOT BaXXHYIO POJIb B MUTAaHUU, 3peHUU U pa3dBuTuu. [Ipu mertabdo-
JIN3ME HEKOTOPBIX AMOKCU—KCAHTO(UILJIOB Yy BBICIIUX PacCTeHUI oOpa-
3yeTcsl abClM30Basi KUCA0Ta — BaXXHEUIIMU TOPMOH TepreHOBOM
npupoasl. KapornHouaaM o0si3aHbI CBOE OKpPackoili MHOTHE PbIOHI,
nTunbl, pakooopasneie [121]. [llupokoe pacnpocTpaHeHUE Kapo-
TUHOWJOB B XXMBOU MPUPOJIE YACTUUHO OOBSICHSIETCSI UX CITOCOOHOCTBIO
K MU30MEpHU3alMi — BO3MOXHOCTBIO CYIIIECTBOBAaTh B (hopMe LIUC— U
TpaHC— M30MepoB (HaIpuMep, B—KapOoTUH, BCTPEYAIOIINIACS YacTo U 'y
rpuboB, popMupyeT 10 272 n3oMepoB, a d — 10 512). B mpupone nmeH-
TuduLrpoBaHo 0ko10 600 kKapoTuHOUIOB [192].

CTPYKTYPA KAPOTMHONIOB

KapotuHouabl nipeacrapisitor codoil TeTpaTeprneHOU bl ¢ BETBSI -
mmmes C, CKeeToM, COCTOSIIMM U3 BOCbMU C, M30TIPEHOBBIX €MHHULL.
DTOT cKeJeT MOXeT ObITh MOAUGUIIMPOBAH MyTeM LUKIW3alUU Ha
OJIHOM WUJIM Ha 000MX KOHLIAX MOJIEKYJIbI [57]. XapakTepHbIM MPU3HAKOM
KapOTUHOUOB SIBJISIETCS] HATMUKME B MOJIEKYJIe 9—13 KOHBIOTUPOBAHHbBIX
JIBOMHBIX CBSI3€M, KOTOPbIE OTBETCTBEHHBI 3a MOIJIOIIEHUE CBETa. DTO
OCHOBHOM XpoMO(}Op KapOTUHOUIOB.

Xumuueckue u ¢puzuueckue ceoiicmea

InapodobHast cTpyKTypa M HaJIM4KMe OeTOKAJTN30BaHHOMN T—3JIEKT-
POHHOI CUCTEMBbI C HU3KHMM YPOBHEM TPUTLIETHOTO BO30YKIEHHOIO COC-
TOSIHUSI OTpPeNeJISIIoT OMOJ0rMYecKre CBOMCTBa KapOTUHOUIOB, CBSI-
3aHHbIE C AaHTMOKCUJAHTHON aKTUBHOCTbIO W TallleHWEM CBOOO/I-
HOpaJMKaJbHBIX MpoleccoB B Gochoaunumax, Junonporenaax u
0eJIKOBBIX CTpYKTypax. OJHAaKO, B 3aBUCUMOCTHU OT MaplMajibHOTO
JIaBJIEHUST KUCJIOPO/ia, KAPOTUHOU B TPUOOPETal0T MHOTIA MPOOKCU-
JIAaHTHbIE CBOMCTBA, (DOPMUPYS] HOBbIE MEPOKCUIbHbIE padUKaJbl,
3arycKamle nepekKucHoe oKucaeHue aunuaos [132].
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Crreunduaeckoe KaTaTUTUIEeCKOe CBOMCTBO KAapOTUHOUIOB —
CITOCOOHOCTB K JIe3aKTUBAIINY CHHTJIIETHOTO KUCIIOPO/Ia, TCHEPUPYEMOTO
B METaOOIMIECKHX TpoIleccax WM (POTOXUMUIECKOM B3aMMOIECUCTBUN
BO30YKIEHHBIX CBETOM TPHUILIETHBIX MOJIEKYJT (DOTOCEHCUOMIN3aTOPOB,
TaK1X KakK moppupuHsl, GpraBuHBL, 1 T.IL. [15, 16, 225]. KapoTuHOMIHI,
cojepxalue 6ojee 9—TH CONMPSKEHHBIX IBOMHBIX CBSI3Ei, 5P (PEKTUBHO
racsat ADK; mpu HaTMUUKM y KAPOTUHOMUIOB MEHEe 9—TU COMPSIKEHHBIX
JIBOIHBIX CBSI3€i1, aKTUBHOCTh KADOTUHOMIOB Pe3KO cHIKaercs [12, 209].
He3akTuBUpoBaHHWE OOJIBIIE 3aBUCUT OT TIPUPOIBI PAIUKaIOB, YeM OT
CTPYKTYpHI KapoTtuHoua [173]. [ubenab pagukanoB MPOUCXOIUT IIyTeM
TepeHoca 3JIeKTpoHa U (POPMHUPOBAHUSA KaTUOH — paauKaia KapoTH-
Houna (Car.%); omHaKO MOKa HUYETO HEM3BECTHO O AabHEeNIei cyanoe
atoro katnoHa [132]. KpoMe TOro, KapoTMHOMUIBI CIIOCOOHKI (POPMMU-
poBaTh KoMmIuiekcsl ¢ ADK, a ADK MoryTr ocyliecTBIsTh aUIUIBHOE
OTHIEIJIEHUE aTOMa BOI0PO/ia OT MOJIeKyJibl KapoTuHoua [ 132]. Koneu-
HBIMHU ITPOAYKTAMU STUX B3aUMOIECUCTBUI MOTYT OBITh TAKHE XKe JICTydre
KapOOHWJIBHBIE COSMHEHMS, KaK 1 TP KO—OKHCJICHNY KapOTUHOWIIOB
JIMITIOKCUTeHAa3011 coeBbix 00008 [107, 132].

YcraHOBIIEHHAsI, B OCHOBHOM, B OITBITAaX i Vitro, aHTUOKCUIAHTHAsI
AKTUBHOCTB 3—KapOTWUHA U IPYTMX KAPOTUHOUIOB YACTUIHO TTO3BOJISIET
OOBACHUTH UX POJIb B MPEAOTBPAIleHUN TTePEeKUCHOTO OKUCICHUS
JIUTIUIOB U, TAKUM 00pa3oM, B MPEIOTBPAIIEHUN IeCTPYKTHBHBIX
npoieccoB B kJiietke [12, 86]. OgHako, HeCMOTPS Ha OOJIBIIOE KOIM-
YECTBO IKCIEPUMEHTAIBHBIX JAHHBIX OTHOCUTEIBHO AHTHOKCHIAHTHBIX
cBoiicTB KapotuHouaoB [12, 57, 86, 131, 132, 192] nposiBieHUEe 3TUX
CBOWCTB in vivo €llle HYXXIAaeTCs B TOMOJHUTEIBHBIX 10KA3aTeJIbCTBAX.

Bymy4au HeTToIsI pHBIMU COSAMHEHUSIMH,, KAPOTHHOMIBI, B OCHOBHOM,
ACCOLIMMPOBAHBI C JTUMOGUIBHBIMU KJIETOYHBIMU KOMITOHEHTAMU,
BKJItouasi MeMOpaHbl [57]. MoJiekyJibl KApOTUHOUAOB MOTYT BIMSITh Ha
TaKe CBOMCTBAa MeMOpaH KaK TOJIIIWHA, YIIPYTOCTh M TEKY4eCTh, KpOMe
TOTO, OHM OTIPENIEISIOT OaphepHBIe CBOMCTBA MeMOpaH 1 ITPOHUIIAEMOCTh
IIJIsI KUCJIopoaa U apyrux moaekyi [251]. [TomoOHbIe cBolicTBa KApOTH-
HOWMIIOB N3y4eHBI B OCHOBHOM Ha OMCIOMHBIX (DOCHOIMTTUIHBIX JIUITO-
comax [73], KOHLIEHTpallMs Xe KapOTUMHOUI0B B MeMOpaHax in vivo
OTHAKO HAMHOTO HIXeE.

BzanmoneitcTBIST KapOTHHOMIOB C OeJTKaAMI 1 TUTIOTIPOTEMHAMU MOTYT
BIUATH Ha (DU3NOIOTIECKIE (DYHKITNH, TIPSIMO VT KOCBEHHO PETYIIAPYS
MHOTHMEe BHYTPUKJIETOUHBbIe TIpouecchl [57]. Haubosiee BaxkxHa poJb
KapOTUHOUIOB B GapbepHOM W CTPYKTYPHOI (PYHKIIMU MeMOpaH U B
MEXKJIETOUHBIX B3auMopaeiicTBusx. [1o Bceil BepOSITHOCTH, CTPYKTypa
COTIPSIKEHHBIX CBSI3ell TTOTMEHOBOM TSN C IeTOKATN30BAaHHBIMA Ti—
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3IEKTPOHAMU JIE1a€T BO3MOXKHBIM Mepeady 3JIeKTPOHOB Yepe3 MeMOpaHy
U BIIOJIb Hee uepe3 MeXKIIETOUHbIE KOHTAKThI [57].

KAPOTMHOUWABI U ANDGDEPEHLIMPOBKA Y TPUUBOB

Ilenblii psin paboT, MpOBEeAEHHbIX HA KJIETKaX IPUOOB, YKa3bIBaeT Ha
CBSI3b CUHTE3a KapOTMHOMUIOB C 3alllMTON opraHu3ma OT (poToauHa-
mudeckoro aeiictBust ADK, oOpa3yommxcst Ha CBETY B IMIPUCYTCTBUE
kuciopoza [1, 10, 11, 213]. HeiictButenbHo, 80% cUHTE3MPOBAHHBIX
KapoTUHOUI0B N. crassa oOpa3yeTcsi IpyU OCBELIEHUU CUHUM CBETOM
(350—500 um) [13].

Kpome N. crassa ctumynsiiiisi cMHTe3a KapOTUHOUIOB IOJ ACUCT-
BUEM CBeTa CMHe—(UOJIETOBON 00JacTu CreKTpa MpUCyilia MHOTUM
MpeaCTaBUTENSIM L1apCTBa IPUOOB Pa3HbIX KJIACCOB U HEKOTOPBIM BUAAM
bakrepuii [17, 28, 213]. 'pubOHbBIE KAPOTUHOUIBI, [TO—BUAMMOMY, MO -
dunernueckoro npoucxoxaeHus [28, 121]. CnekTp KapoTUMHOUAOB Y
pa3HbIX KJIaCCOB rpu0OOB pazanueH. OCHOBHbIE KADOTUHOUIbI IPUOOB —
B—KapoTHH, HepOCIIOpaKCaHTUH M acTakcaHTUH [53, 121].

®OTOUHAYLIMPOBAHHBIM CUHTE3 KAPOTUHOWIOB V N. CRASSA

KapotuHouabl y N. crassa MosIBASIIOTCSI B XO/ie peani3aliid OHTO-
FeHEeTUYEeCKOU MporpaMmbl B mpoluecce (GopMUpPOBaHUSI KOHUIUI Ha
BereTaTUBHOM MUIIeTUK. KOMITETEHTHOCTh K CHHTE3y KapOTMHOUIOB
MULEIUI MojlydaeT Mpy Tepexojie K CTallMOHapHOU ¢ha3e pocTa, T.e. B
ycinoBusx rononanus [18]. VIx mosiBjieHre MOXHO CTUMYJIMPOBATh U B
MUIIEIUH TIPU KYJIbTUBUPOBAHWU B KUIKOU cpele, MoABeprast ero
NeMCTBHIO Kucaopoaa u cBeTa. C OHOM CTOPOHBI, SKCIIEpUMEHTAIBHBIC
JMaHHBIC CBUACTEIBbCTBYIOT, YTO 3KCIIPECCUs TEHOB KapOTHMHOTeHEe3a
OTHIONb HE SIBJISACTCSI HEOOXOIMMBIM MPEIIIeCTBEHHUKOM KOHHUINO-
00pa3oBaHUsl, TaK Kak Oesible (albino) MyTaHTbl 00pa3yloT HOpMaJibHbIE
KOHMIWMM, He colepxXaline KapoTHHOUI0B. OQHAKO, TaKhue KOHUIUU
MeHee YCTOMYMBHI K AeiicTBIIO YD, ueM oKpallleHHbIe KOHUIUH THKOTO
tuma [256]. TToxoxwue pe3ynbTaThl MOJYICHBI JUIST KOPUHOOAKTEPUIA U
HEKOTOPBIX APYTUX BUIOB OakTepuii [28].

DOTOMHAYIIMPOBAHHBIN CMHTE3 W HAKOIUIEHWE KapOTUHOUITHBIX
MMUTMEHTOB B KJIETKaX MULCINSA N. crassa TIpeACcTaBisieT cOOO 3aBH-
CHMBIIA OT KMCJIOpOA poliecc. AHOKCUTEHHBIE YCIIOBHS OJTOKUPYIOT €TI0
HavaJIbHBIE TaIlbl, CBSI3aHHBIE C PELICITIINei KBAHTOB CBETa XpOMO(hOpOM
dotopeuenTtopa [213]. OnTuManbHass KOHLIEHTpaLUsd KUCI0poaa B
atMocdepe CnocoOCTBYIONIAsl KApOTUHOTeHe3y coctanisieT 20% [14].

DKcmpeccust TeHOB KapOTUHOTEHHBIX (bepMEHTOB Y N. crassa MOXeT
OBITH OITOCPeI0OBaHa CHUKEHEM BOCCTAHOBUTEIIBHBIX SKBUBAJICHTOB B
KJIETKe, TaK KaK OTMEUYEHO, UTO CHIDKEHUE YPOBHS BOCCTAHOBICHHOCTH
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cucteMbl HAJI-H/HAJI* 06BbI9HO TIpeAIiecTByeT 3ToMy mporeccy [21].
CorrocraBiisist 3T JaHHBIE C pe3yJbratraMmu padot XaHncoepra [29, 30, 108,
109, 257—259] MOXXHO caenaTh BLIBOJ, UTO OMOCUHTE3 KAPOTUHOUIOB B
MMIICJINU B OTBET Ha OCBEIleHNE W KMCIIOPOJ — 3alllMTHAsT peakivs Ha
OKHMCIUTeNbHBIN cTpecc. Kpome Toro, mpouecc 6MocruHTe3a KapOTUH-
OMJIOB OINOCpenoBaH M3MeHeHUAMU B cucteMe TAM® [134]. [Tpupona
(hoTopelienTopa KapoTUHOIeHe3a 10 CUX MOP He YCTaHOBJIEHA, OJTHAKO,
Mmo—BUIUMOMY, Y N. crassa GyHKIIMOHUPYET (OTOPELETITOP KPUTITO-
xpoMHoIi npuponsl [43]. CBoiicTBa (OTOPELEIITOPHON CUCTEMHI,
KOTOpasi KOHTPOJIMPYET 3JIeKTpUUECKUE peakliuu riadMaieMmbl N.
crassa 1 (POTOMHIAYIIUPOBAHHBIN KapOTUHOTeHe3 B KJIETKax Ipuba,
JIOCTaTOYHO ITOJIHO OxapakTepu3oBaHbl [18, 133].

CrremyeT MOAYEPKHYTh, YTO OMOCUHTE3 KAPOTHHOMIOB B KJIETKaxX V.
crassa OTpaHWYeH He TOJIKO OIpeAeSIeHHBIM 3TalloM B Pa3BUTUH, HO U
JOCTaTOYHO Y3KMM TUAITa30HOM TeMITepaTyp (KyJIbTUBHUpPOBaHUE rprbda
JIOJDKHO TIPpOXoauTh B AuanazoHe 25—28 °C). OTKIIOHEHHWE OT 3TOTO
JMara3oHa BbI3bIBaeT CHUXKEHME CITOCOOHOCTH K HAKOIJIEHUIO Kapo-
TUHOUJOB B KieTKax [2]. JlaHHbIl (haKT 3acTaBisieT JyMaTh, YTO Kapo-
TUHOWIBI SIBJISTFOTCS JIMIITh OMHUM M3 MHOTOYMCIICHHBIX CPEIICTB 3l THI
rpubHoi KiteTkn oT ADK. MHTepecHO, 4TO y KJIETOK Tprba, BbIpa-
LIEHHBIX TP TemImepatype Bbiiie 28 °C, mpu AeiiCTBUU CBETA Ha KJIETKU
OTCYTCTBYET CTaivsl MOTEPU KJIECTKAMM BOCCTAHOBUTEJIBHBIX SKBUBa-
JIGHTOB, HaOJo1aemMasl B Xxozie (PyHKIIMOHUPOBaHUS (POTOPELIeNITOPHOM
CUCTEMBI KJIETOK, BhIpalieHHbIX Ipu 25—28 °C [22]. Kpome Toro, B 0T/~
e OT KJIeTOK N. crassa, BbIpallliBaeMbIX MpH TeMrepartype 25—28 °C,
roBeIeHNe ee 10 34 °C MpUBOIUT K U3MEHEHUIO 3JIEKTPUICCKUX Xa-
PaKTEePUCTHK TIIa3MaJeMMBI M, K HECITOCOOHOCTH TIJIa3MaTU4YeCKUX
MeMOpaH pearnpoBaTh Ha NEWCTBUE CBeTa M3MEHEHUEM MX 3JIEKTPU-
YeCKHUX CBOMCTB [3].

[Tpouiecc GMocHHTE3a KAPOTUHOUAOB, a TaKXKe KauyeCTBEHHBINH U
KOJWYECTBEHHBIN COCTaB 3TUX MUTMEHTOB y N. crassa 10CTaTOIHO
xopouo uzydeH [53, 110, 113, 213]. ITytb OMocHHTE3a KAPOTUHOUIOB Y
N. crassa, Kak 1y apxeOaKTepHit M SKUBOTHBIX, UAET IO KJIACCUIECKOMY
alleTaT—MeBaJIOHATHOMY ITyTH, B OTJIMYME OT 3yOaKTepWil U 3eJIeHBIX
BOZIOPOCJIEH, Y KOTOpbIX oOpasoBanue C, NpeaecTBeHHNKA KapoTH-
HOUIOB — U30TIeHTeHWIIN(pochaTa — MAET, TO—BUANMOMY, 10 TIIHIIEP-
anpaeruaTpudocdaT/IMpyBaTHOMY MYTH, Y pacCTeHU, OUEBHIHO,
GbyHKUMOHUPYIOT 00a myTH hopmupoBanus C, MpealIeCTBEHHUKOB
KapoTuHouaoB [23]. O6pazoBanue C, coeNMHEHU— (M30NEHTEHNUI— U
Y, Y—auMeTunaaminupodocdara) — nepBUYHOE 3BEHO B LIENU peaknit
OMocuHTe3a KapoTMHOMIOB. BrophiM sTanom sasnsercs ouocunres C,,
coeMHEHMii (repanunrepanuanupodocdar) us C, eanHun. DTOT STan
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KOHTpOJIUpyeTcs (GYHKIIMOHUPOBaHMEM TeHa al—3 (puc. 2); majiee
cienyer obpasoBaHue nepsuyHoro C, MpeamecTBEHHUKaA (KOHTPO-
JIMpyeTcs TeHOM al—2) u nipeBpanieHue 6ecuBeTHbIX C, COeNMHEHWIA B
OKpaIlleHHbIe KApOTUHOWABI ITyTeM peaKIIuii JeTUAPOTreHU3anu (101
KOHTpOJIEM reHa al—1 HaxoauTcsl aTan IeruaporeHu3alnuu (pUTonuHa)
[113]; nanee uaeT mpoiecc UMKJIN3aMKU M 00pa3oBaHue B MOCIEAYIOIINX
(bepMeHTATMBHBIX PEAKILINSIX KUCIOPOICOAEPKAIINX KAPOTMHOMIOB [33,
53]. ¥V Helipocniopbl, IO—BUAUMOMY, OTCYTCTBYeT MoJauhepMeHTHbII
KOMILIEKC U3 4—X JeTUaporeHas, ooHapyXeHHblit y Ph. blakesleanus [64].

B xone cuHTe3a KAapOTUHOUAOB Y N.crassa ycTaHOBJICHBI 3aBUCHMBIE
OT CBeTa dTAIThl TIpU AeruaporeHn3anuu durtonHa [113]. Oduronn
HakKaruimBaeTcs y V. crassa M B OTCYTCTBUM ocBelleHus. HyxxHo oTMme-
THTh, YTO OCBEIIEHNE TTPUBOAUT K JOTIOJTHUTEIHLHOMY HaKOTUICHUIO
¢uTonHa y OeclBeTHBIX MyTaHTOB N. crassa (albino 1) Takke Kak U y
OecuBeTHBIX MyTaHTOB Ph. blakesleeanus (car b) [48].

HenocraTouHo TTOJIHO M3Y4YeHBI IMOCIEAHNE 3TAIlbl B ITpoliecce
OuocuHTe3a HelipocnopokcaHThHa — C, . —arnoKapoTMHOEBOM KUCIOTHI,
CBsI3aHHbIE ¢ (PYHKIIMOHUpOBaHMEM TeHoB yellow [201] (cm. puc. 2 —
MyHKTUPHBIE JTMHUK). BriepBble HEHPOCITOPOKCAHTUH ObLT OOHAPYKEeH
y apoxxkeit B 1965 roay [28]. B ero mosekyie 11 KOHBIOTUPOBAHHBIX
JMIBOWHBIX cBs3eit. Ha momio HelipocriopokcaHTHA TpuxoauTcst 1o 60%
KapOTUHOUIOB, OCTaJIbHbIe HEWTpaIbHbIe KapOTUHOUIBI N. crassa
SIBJISIIOTCSI TIPOMEKYTOUHBIMU TTPOAYKTaMu ero 6uocunTtesa [5, 110].

JIOKAJIN3ALIMA KAPOTUHONIOB Y TPUBOB

KapoTrHOMIBI MPUCYTCTBYIOT Y TPUOOB IMPENMYIIECTBEHHO B chepo-
COMax WIM JIMMTUIHBIX TeJblax [ 121] u ropazno MeHbllie aCCOLMUPOBAHbI
¢ meMOpaHamu. [TockoJibKy c(hepocoMBbI TECHO CBsI3aHbI ¢ SHIOIIa3Ma-
TUYecKUM peTukyaymom (DP), mokazaHo, 4To cuHTe3 UX unet B OP, a
XpaHeHWEe CMHTE3NPOBAHHBIX KADOTUHOUIOB N. crassa OCyIIeCTBISIETCST
B cepocoMax. HekoTopbie aBTOPHI CYMTAIOT BO3MOXHBIM CUHTE3
IPUOHBIX KAPOTUHOUIOB B IMEPOKCUCOMAaX, IMTOCKOJBKY OMOCUHTE3
MU30IPEHOU0B OOHAPYKEH B MepoKcrcoMax y miekonuraonmx [121].

Okomo 80% akKTMBHOCTH KapOTUHOTEHHBIX (DEPMEHTOB aCCOIIM-
uposanock y N. crassa ¢ ¢ppakumeii, ocaxgaemoit ipu 115. 000 g,
oboraiieHHol DP, HO conepxkaleil n ¢pakiuo maazMaieMms [170,
171]. ®noTtupytomas JUNUIHAsA Gpakiyds comepKaiias B OCHOBHOM,
KapOTUHOWIBI, IEMOHCTPUPOBAJa CIeAOBbIe aKTUBHOCTH KapOTUHO-
reHHbIX GpepMeHTOB. DepMEHTH OMOCHMHTE3a KapOTUHOMIOB paciipe-
nenstauch y N. crassa cnenyomnm oopa3om: AL3 6e10k, He0OXOaUMBIiA
U1l cuHTe3a repaHwirepaHnupodocdara (GGPP) npucyrcTtBoBan B
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pactBopuMoit ppakunn. GUTOMHCUHTETa3a — TPOIYKT TeHa al—2 u
(butouHAEeTHAPOTEeHA3a — TIPOAYKT reHa al/— I — BbISIBJISUIMCH B OCa/IKe.

Huuero, K coxxaneHu10, HEU3BECTHO O TPAHCTIOPTE KAPOTUHOUIOB Y
rprOOB, HO B XKMBOTHBIX TKAHSIX W TIa3Me KapOTUHOMIBLI TPAaHCIIOP-
TUPYIOTCS JunonporeMHamu. M3BeCTHO, YTO KAPOTUHOU/IbI TO—Pa3HO-
MY JOCTaBJISIIOTCSI B pa3Hble TKAHU, HO MaJIo YTO U3BECTHO O PETY/ISIIIUU
aToro npouecca [192]. Takum oO6pa3zom, B HacTosilee BpeMsI OTHO-
CUTEJIbHO JIOKAJIU3alluKU KapOTUHOUJIOB B I'PUOHON KJIETKE U3BECTHO
oueHb HeMHoro. Crenyer Julllb YIOMSHYTb JaHHbIE, TTOJYyYeHHbIE Ha
Ph. rhodozyma meTonom TpaHCMUCCUOHHO 3JIEKTPOHHON MUKPOCKOMUHI
[121]. KapoTrHOMIBI Y 3TOrO OpraHu3Ma OOHApYyKeHbl B JUMUIHbIX
rpaHyjax, acCCOLMUPOBAHHBIX C IJIa3MaJleMMOU U MpeBaJupyIOT B
KOHYMKE pactyliieit nmouku. M3 naHHbIX 110 Neurospora cieayeT yrnoMmsi-
HYTb ciieaywoiue: nuddepeHuMpoBKa MULIEINS CBsI3aHa CO CTaauei
arperaluy ru@; ToJbKO MO/ BAWSIHUEM KHUCJIOPO/Ia U CBeTa B arperupo-
BaHHBIX TMdax 0OHAPYKUBAIOTCSI KAPOTUHOWIHbIE TUTMEHTHI [4, 108].
VY myranTta wec— 1, He cmOCOOHOI0 CMHTE3UPOBATh KAPOTUHOMILI, Ha-
pyllieHa MeXXKJIETOYHAs CBSI3b M CBeTo3aBrUcUMast tuddepeHnponka [4,
9, 145]. Takum 0Opa3oM BO3ZMOXKHO, UTO TPUOOB, KaK 1 Y JKUBOTHBIX, Ha-
JInYre KapoTUHOWIOB WJIU MX MPEAIIeCTBEHHUKOB B KJIeTKaX CIIOCOOCTBY-
eT X MEXKJIETOYHO KOMMYHUKAIINY ¥ HOPMaJTbHO T hepeHIIMPOBKE.

PEI'YJIALUNA BUOCUHTE3A KAPOTUHONAOB

Ha ocHoBaHNYT MMEIOIINXCS PE3YJIBTATOB MOXHO CIeIaTh BBIBOJ, UTO
peTyIsns OMOCUHTE3a KAPOTUHOWIOB Y TPUOOB OCYIIIECTBIISIETCSI CHHUM
CBETOM, KHUCJIOPOJIOM, TeMITepaTypoil KyJIbTHBHPOBAHUS M CTagueit
pa3BuTHs. M3 paccMOTpeHHBIX B 0030pe paboT CIIEAyeT, YTO TOJI0TaHIe
10 UICTOYHUKAM a30Ta 1 yIiiepoJa CTUMYJIMPYET CUHTE3 KapOTUHOMIIOB
B KJIeTKaxX N. crassa. [lepBbIMU 3TU MCCIIeIOBaHUs ObUIM HAvaThl B
naboparopuu Pycco [215]. M3BecTHBI ciiyda THTUOMPOBaHUSI CUHTE3a
KapOTUHOMWIOB Y MUKPOOPTAaHU3MOB TP HAJIMUUM TITIOKO3BI B Cpejie,
MO—BUJAUMOMY, 110 TUITYy KaTaboauTHOI penpeccuu [28]. [TokazaHo, 4To
OMOCUHTE3 KapOTUHOMIOB y 3€JICHBIX BOIOPOCIEH CTUMYIUPYETCS
cTpeccamMu, TAKUMHM HaIllpUMep, KaK ToJ0JaHKe 10 a30Ty ¥ BBICOKOMH-
TeHCUBHasg pagvauus [46].

J0BOJTbHO MHOTO pabOT MOCBSIIEHO MCCIEIOBAaHUIO MEXaHU3MOB
3aIycKa CMHTe3a KHUCJIOPOACOIePKAIIero KapOTHHONIA acCTaKCaHTUHA
(3,3'—murnnpokcu—f3,f—kapotnH—4,4'—1MOH) 0a3MINOMUIIETHEIMU
npoxamu Ph. rhodozyma, B cBSI3U € €ro MPOMBbILLLIEHHBIM ITPOU3BOICTBOM
[121]. AcTakcaHTUH NPOAYLIMPYETCs BMECTe C APYTUMU KETOKAPOTUHOM -
JaMU 1 HEKOTOPBIMU 3eJICHBIMU BOJIOPOCIISIMI OOBITHO B OTBET Ha CTPeCC
Uiy rojsiogaHue no cyocrparam [121]. OCHOBHBIMU JTUMUTUPYIOILIMMU
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MOMEHTaMH B OMOCUHTEe3e acTaKCAaHTUHA SIBJITIOTCS YIJIIEBOTHOE TOJI0-
nanue u kucnopof. Ipu ckopoctu aspuposanus < 30 MM O, /n/a Ph.
rhodozyma B OCHOBHOM, MPOAYIIMpOBaIa B—KapOTUH, a TIPU OOJIBIINX
CKOPOCTSIX a3pUPOBAHMST OCHOBHBIM KapOTUHOWIOM OBLT aCTAKCAHTHH.
Ixoncon u Llposnep mokaszanu, 4To TPU Tepexoie K CTallMOHApHOMN
¢aze y aTOro opraHuszma HabJlogaeTcsl NepeKaoYeHue AbIXaHUsl C
LUMAHNI—4yBCTBUTEIbHOIO HA IMAHU—PE3UCTEHTHOE, ACCOLIMMPOBAH-
Hoe co crumynauueil Hakorenust O, [121]. Kpome Toro, 65110 1moka-
3aHo, yto AQK O, n 'O, aBnsiorcs CTI/IMy.TISITopaMI/I KapoTHHOTeHe3a y
Ph. rhodozyma [234a, 234b].

Takum o6paszoM, ADK crnocoOHBI CTUMYIMPOBATh KAPOTUMHOTEHE3
U PeryjuMpoBaTh COCTaB KapOTUHOUIOB y Ph.rhodozyma. OnHako Ha
CEeTrONHSIIHUHI JeHb OCTaeTCSI HEM3BECTHBIM MEXaHU3M CTUMYJISIINU
OMOCUHTe3a KapOTMHOMIOB KuciaoponoM. Kuciopoa unu ero nmpous-
BOIHBIE MOTJIM OBI TIPSIMO PEarMpoBaTh C PETYIATOPAMU TPAHCKPHUITIINAM,
MIPUBOIST X B OKUCIICHHYIO HeaKTUBHYIO (popMy, TMO0 HATpuMep, 4yepe3
PAS nomeHbI pelienTopHbIX 0e1KOB rpuOHBIX KiieTok. UTo kacaetcs N.
crassa, TO paCCMOTPEeHNEe KOMITJIEKCHOTO ICHCTBUS CBETa M TOJIOHAHUS
Ha muddepeHINPOBKY Tprba, TO3BOJIMIIO BEISIBUTH HEKOTOPBIE MeXa-
HU3MBI KapoTuHoreHesa (cM.ri1. VIII).

T'MAPODOBVHDI

KnetouHble MexaHU3MbI 3alIMThHI OT BO3AEHCTBUSI BHELTHUX CTPEC-
COpPOB BKJIIOUAIOT U3MEHEHHE (POPMBI KJIETOK, a TaKxke M3MEHEeHUEe
KJeTouHo nmoBepxHoctu [108]. OgHUM U3 TaKUX MEXaHU3MOB SIBJISIETCSI
ob6pazoBanue ruapocdoouHoB (I'P) Ha MOBEPXHOCTU Pa3BUBAIOIINXCS
rug — BaxXHEUIIMX CTPYKTYPHbBIX O€JIKOB, (hOPMUPYEMBIX TprbaMu. DTU
OEJIKA OTKPBITBI OTHOCUTEIBHO HemaBHO [234b, 266]. M3ydeHbI OMOXM-
MU4YecKne u 6nopusndeckue cpoiictBa rpudHBIX ['D, a Takxke MX
OCHOBHBIE OMoiorndeckue GpyHKIuu [252, 264, 265]. B cemeiicteo ['D
BXOJST HeOOJIbIIMe ceKpeTupyeMbie 0eaku (100 + 25 aMMHOKMCITOTHBIX
OCTaTKOB), cojiepKalllie TUMTMYHYI0 N—KOHIIeBYIO MOCJIeA0BaTeIbHOCTh
CUTHaJIa CeKpelun, HO CTeNeHb KOHCEPBATUBHOCTU aMUHOKUCIOTHBIX
octatkoB Mexny ['D HeBenmka [253, 263—265]. Crpykrypa I'D npen-
cTaBJieHa IByMSI CXOIHBIMU JOMEHAMU, KaXKIbIi 13 KOTOPbIX COAEPKUT
YyeTbIpe OCTaTKa LIMCTeMHa, BOBJIEUYEHHBIX B 00pa3oBaHWe BHYTPUMO-
JIEKYJISIPHBIX TUCYIbGUIHBIX MOCTUKOB. XapakTepHasi cTpyKrypa ['d
BBILJIAUT crienyiornm oopasom: Cys—X, —Cys—Cys—X, | —Gly—X, , —
Cys—X, ,,—Cys—X, ~Cys—Cys—X, —Gly—X, —Cys—X, . [83]

ITepBoMy ocTaTKy LMCTEMHA MPEAIIeCTBYET CUTHAIbHAsI MOce-
JIOBaTEJIbHOCTb U claboKoHcepBaTHBHbIe N—KOHIIEBbIe CEeTMEHTHI.
OcraTtku ucTernHa (popMUPYIOT YEThIPE BHYTPUMOIEKYJISIPHBIX AUCYJTb-
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(pMIHBIX MOCTHKA MEXKIY ocTaTKaMu ucrenHa 1 u2,3u4,5u6,7u 8
¢ oOpa3oBaHueM JBYX Map TeTesb, pa3aeeHHbIX COeIUHUTEIbHBIM
paiioHOM U3 8—MU — 23—X aMUHOKMCIOTHBIX 0cTaTKOB [264]. Ciabo-
KOHCEepBaTUBHBIC OCTaTKU (X) MpeACTaBICHBI, B OCHOBHOM, THIPO(h00-
HBIMM aMWHOKHUCJIOTaMu. PasMep BTOpoii e 6ojiee M3MEHYMB, HO
CONIEPKUT, TI0 KpaifHel Mepe, ONMH OCTaTOK TJIMIIMHA, HaXOMSIIUACS
OOBIYHO PSIIOM ¢ TUAPOPOOHOIM aMuHOKMCTOTOM. ['D pasaensior Ha aABa
kimacca: 'd xmacca I cobupatorcst B arperatsl, KOTOpbIe CTaOWIIBHBI K
JIECTBUIO JIeTePreHTOB 1 3TaHoja, a ['D knacca 11 moryTt nuccounmnpo-
BaTh 10 MOHOMEPOB IO/ IeiICTBMEM THX peareHToB [83].

[ToBepxHOCTL criop (KOHUAMI) MHOTUX BUAOB TPUOOB MOKPHITA
cjloeM najoyek, ToamuHoi 5S—10 HM, KOoTophlii hopMupyeTcs: pu
caMocbopke MoHOMepoB I'D Ha TTOBepXHOCTH KJIeTOK [39]. Bo3mymrHbre
Bl 1 KOHUIWY, TTOKPHITHIE TTajioukamu ['D, TpyTHO cMaunBaIOTCs U3—
3a TIPUCYTCTBUS THIPOGOOHBIX CII0EB HAa HAPYKHOW TTOBEPXHOCTH, YTO
CIOCOOCTBYET KaK POCTY BO3AYIIHBIX I'U(, TaK U paCIIPOCTPaHEHUIO CITOP
rpuboB B okpyxkatoleit cpene [47]. BHyTpeHHsIsI MOBEPXHOCTb IMAPO-
(OOMHOBBIX CI0€B, B3aUMOACHCTBYIOIIAS ¢ KIETOYHOI CTEHKOM, THI-
podwibHA. MUllenit MyTaHTOB, JTUIIEHHBIX TTajo4dek [P, jerko cma-
YUBAeTCsI, 9YTO 3aTPYAHSIET UX POCT B BO3AYIITHOM cpene. MoHoMephl ['D,
BBIJIEJIEHHBIE U3 TTaJIoYeK, MOTYT CIIOHTAHHO COOMPAThCS B «IaJIOUKW»
Ha TOBEPXHOCTU MeXIy TMApohOOHOMN 1 TuAPOGUILHON (hazaMu.

Ienwr, kogupytonie I'D, o6GHapyKeHBI Y TIPeACTaBUTEICH pPa3HBIX
KJj1accoB rpu6oB. OHM MOTYT 3KCIIPECCUPOBAThCS Ha Pa3HbIX 3Tanax
XKU3HEeHHOTO ITnKJa [263]. D Hety rud, accuMuupyomux mumry. OHu
TOSIBJISTIOTCSI B TIpoliecce (DOPMUPOBAHUST BO3MYITHBIX TU(h TIPU KOHU-
Ieo0pa3oBaHUM, TIPU aare3uu Thd B Tporecce GopMUPOBAHUS TLIO-
JOBBIX TeJT 0a3MANATBHBIX TPUOOB, a TAKKE B TIPOIIECCE TTPUKPETUICHUS
i@ rpubOB—ITapa3nuToOB K CTeHKE pacTeHUsI—X03sTiHa |83, 265].

K nHacrosiemy BpeMeHM ceKBeHMpOBaHO 0osee 20 reHOB IpuoOOB,
kogupytomux I'd [83]. bonbmue konmuectBa ['D HeOOXOTUMBI ISt
(opMHMpPOBaHUS TTOBEPXHOCTHOTO CJIOST TPUOHBIX T MU CTIOP, TTO3TO-
MY, HEYIUBUTEILHO, YTO CTEeTIeHb 3KcIpeccuu TeHoB ['D y rpuboB
BBICOKas. HampuMep, y 9KCITOHEHIIMAIBHO PaCTYIINX KYJIbTyp Tprba
mrecenn kamraHa Cryphonectria parasitica MPHK xpumnapunaa (I'® y
aToro rpuba) cocrapisieT 10 27% ot obiiero kKonuuectsa MPHK [266,
275]. Perynsiiys TpaHCKpUIILIMK TeHOB I'D oueHb CI0XKHA, TaK KaK MX
BKCIIPeCcCHsT KOHTPOJIUPYETCS Pa3TUIHBIMUA BHEIITHUMU CTPECCOPAMH,
BKJTIOUAs TOJOAaHWE, CBET M MUpPKaTHBIE PUTMBI, a TAKXE CTaaHIO
pa3BUTUSI TpuUbAa.

[MoBepxHOCTh KOHUAMIA N. crassa Takke mokpbiTa ['D, oTBeYaroImmMu
3a BOIOOTTAJIKMBAIOIIE CBOMCTBA KOHUIWIA. BBIIeIeHBI MyTaHTBI Tprba
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¢ nedeKTamMu reHa, KOAUMPYIOIIEeTro 3T OeJIKU, MPUBOASIIMMU K TTOTEpe
ruapo(GoOHOCTU KOHUIWI, YTO COOCTBEHHO, U 1aJI0 Ha3BaHWe (DeHOTUITY
MYTaHTOB — eas (easily wettable) [238].

I'® N. crassa — 6enoxk EAS, asnsercd nmoaunentuaoMm us 108
aMHUHOKMCJIOTHBIX OCTaTKOB M pacUMTaHHON MOJIEKYJSIpHOW Maccoit
okosio 11 k/la. beyok coaepXuT cuiabHO THAPo(poOHYI0 N—KOHIIEBYIO
MOCJIeA0BaTEeIbHOCTD (UYTO XapaKTEPHO IIJIsl CUTHAJIbHOM TocienoBa-
TeJIbHOCTH), LIEHTPAIbHbBIN TMAPOGMOOHBIN TOMEeH U3 8—MU OCTAaTKOB
LIMCTEMHA, TO ECTb €r0 CTPYKTYpa MMeeT XapaKTepHble CBOMCTBA CTPYKTYP
I'®. Kpome Toro, MOTUTICHTHU COASPKUAT TTOTEHIIUATbHBIE YYaCTKU JUTS
dochopunrpoBaHus KazeMHKMHA301 2 (aMmuHOKMUCIO0TE SIDD, Haun-
Hasi ¢ ocTtaTka 36) u nporenHknHazoi C (aMmuHokuciIoThl SVK, HaunHas
¢ octatka 83), a TakxKe TpU MepeKpbIBAIOIIUXCS yIacTKa MUPUCTOUIIH -
poBanus (aMmuHOKUCI0ThL 70—GCVVGY, 74—GVIGSQu 77—-GSQCGA).
OOHapyXeHO, YTO aMMHOKMCJIOTHAsI IT0CJIeoBaTeIbHOCTE Oejika EAS
MMEET 3HAUUTEIbHOE CXOJICTBO C TOC/EA0BATEIbHOCTIMU HECKOJIBKUX
HU3KOMOJIEKYJISIPHBIX I'PUOHBIX OEJKOB, ONpeaesommnx ruapodoo-
HOCTb KJIETOUHBIX CTeHOK. K 3TuM 0ejikaM OoTHOCSTCS TUaAPOGhOOUHbI
Scl, Sc3 u Sc4 u3 Schizophyllum commune [266] n 6enmok RodA u3
Aspergillus nidulans. Takum obpa3om, 6enku EAS, RodA, Scl, Sc3 u Sc4,
MO—BUAMMOMY, SIBJISIIOTCS YJieHaMU Kjacca ruapodoOHbIX OeIKOB
MOBEPXHOCTHOTO ¢JIos TU(d, oOecneunBalouX 3alUTy KJIETOK OT
crpecca. Heo6xonumMo oTMETUTD, UTO TUAPOMOOHBIN cloit KoHUuAU N.
crassa JIeTKO yaajsieTcs Mpu CyCleHAUPOBAaHWU KOHUAUN B BOjAE U
BCTpsSIXUBaHUU [ 78], HO HECMOTPS Ha 3TO B MOTPYXXEHHBIX KOHUIUUPYIO-
LIMX KYJIBTypax rpr6a MoKeT HaKaruIMBaThCsl 3HAUUTEJIbHOE KOJTMYECTBO
MPHK eas, coctasnsoniero 10 20% ot ob1iero kommuectsa MPHK [244].

I1pu nccnegoBanuu reHa eas [47, 237] BbISICHEHO, YTO OH aJUIeICH
reHy bli—7, uaeHTUuUIUPOBAHHOMY MPU UCCIAEIOBaHUU (POTOUH-
IyLIUPYeMbIX TeHOB [245], u reHy ccg—2, MAeHTUDULIMPOBAHHOMY TIPU
KUCCAEIOBAHUU T€HOB, KOHTPOJUPYEMbIX LIMPKAaTHBIMU Yacamu [50].
ITpunumasi Bo BHUMaHMe, uTo KonuvyecTBO MPHK eas 3HauutenbHO B
KOHUIMUPYIOLIUX KYJIbTypaX, a KOHUIAMOreHe3 y N. crassa KOHTPO-
JIUPYETCST KaK CBETOM, TaK M IIUPKATHBIMU PUTMaMU, He YIUBUTEIIBHO,
YTO IeH eas WASHTUUIIMPOBAH HECKOJBKO pa3 B Ipoliecce MorcKa
T€HOB, PETYJUPYEMbIX Pa3IUUYHBIMU CTPECCOPAMMU.

TpaHCKPUTIT TeHa eas TIPUCYTCTBYET B HE3HAYNTEIBHBIX KOJTMIECTBAX
B 3pEJTBIX MAaKPOKOHUIUSX, TIPOPACTAIONTNX MAKPOKOHUIUSIX, POCIIIEM
B TEMHOTE MULIEJIUU U B KOHUAUMPYIOUIMX KYJBTypax rpuda B TedeHUue
MepBbIX 4—X YacoB IMocjie MHAYKIUU KoHuauoreHesa [141]. 3Hauu-
TesbHOe KomdyecTBo MPHK eas HakarmBaeTcst uepes 4—8 yacoB mocJie
WHIYKIIMA KOHUANOTeHe3a, mpudeM ypoBeHb MPHK aTOTO TeHa octaeTcs
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BBICOKMM ellle B TeueHue 20—tu yacoB pa3Butus [141]. Hakonnenue
MPHK eas HaxoauTcst Takke MojJ CBETOBBIM KOHTPOJIEM, MPUUYEM
yYBeJIMYEHNE YPOBHSI TPAHCKPUIITA TTPOUCXOAUT C JJIUTEIbHBIM Jlar—
nepuoaoM (15—45 MuH) 1 focTUraeT MaKCUMyMa TOJIbKO yepe3 3 yaca
ocBeleHus [141, 245].

M3mepeHbl ypoBHU TPAHCKPUIILIMM FeHa eas B KJIeTKax IMKOTro ThMa
1 pa3IMYHbIX MOPGOJIOTMUECKUX MyTaHTaX rpuda, OJJOKMPOBAHHbBIX O
OIpeAeIeHHBIM CTaAUsIM Pa3BUTHUS, B YCIOBUSX, MHAYIUPYIOIIAX
KoHuAuoreHes. MHTepecHo, 4To B mpolecce pa3BUTus Mopdoso-
TMYECKUX MYTAaHTOB acon—_2, acon—3, csp—1 1 csp—2 TeH eas 9KCIIpec-
CHUpYETCS B TOM XXe CTEIIeHU, YTO M 'y IUKOTO TUTIA, TOTIa KaK B MyTaHTaX
fI v eas sKcipeccusi reHa MpakTUIeCKU TOJTHOCThIO nonapieHa [141].

Kpome cBeTa u ripoliecca pa3BUTHSI Ha 9KCITPECCUIO TeHA eas BIUSIIOT
YCJIOBMSI TIMTAHUSI U LIUpKaaHble puTMbl [50, 243]. Tak, B ycaoBuUsIX
roJIolaHusl IO UCTOUHMKAM a30Ta WJIM YIJiepoja B Orpy>KeHHOM XUAKOMI
cpesie MPOUCXOAUT CUJIbHASI MHIYKIIUST 9KCITPECCUU 3TOro reHa (bouiee,
yeM B 50 pa3), XOTsI MHAYKIIMSI TPOUCXOAUT € OOBIINM JIar—MePUOIOM,
yeM MPU OCBEILEHUMU.

AHau3 TPOMOTOPHOTO paiioHa TeHa eas MokKasajl ero CJI0XHYIO
opraHuzauuio (puc. 5). B mpomoTope 3T0Oro reHa uaeHTU(GUIIMPOBAHO
JIBa TEHETUUECKUX CErMEeHTa, COAePKaIlUX 3JeMEHThI, crieluuduuecku
oTBevalollue Ha JeiictBue cBeta. OIMH U3 CErMEHTOB JOKaIU30BaH
MexXay HykineoTrnaaMu —460 1 —625 1 yJacTByeT B aKTMBAIIMM CBETOM
TPaHCKPUIIIINY TeHa. BTopoit HaxomuTes Mexxmy HykiaeotuaamMu —102 u
—218 1 Ha3BIBaeTCS CBETO—OTBeYaoIInM 3yeMeHTOM (light—responsive
element). Kpome Toro, B mo3uuuu —110 B mpoMoTOpe reHa eas HaXOAUTCS
snemeHT APE, oTBeuarommii 3a (hoTOperyssinio 3KCIpeccuu reHa al—3
(cM. BbIIIIE), XOTS HAIMYKME OHOI Konuu 31emeHTa APE He qoctaTouHO
JIJIsI MTHAYKLIMA CBETOM TeHa eas [51].

Kpome Toro, B mpoMoTOope 0OHaApy>XeH PeryasaTOPHBINA 3JeMEHT
CRS—B, orBeuarommii 3a peryiasalnio 9KCIIPeCCUM IeHa B Ipolecce
pa3ButHs. B cermMenTe, JIoKaJIM30BaHHOM MexXny HykieotuaaMu — 1000
n —1500, HaxoguUTCs palioH aKTMBaTOpa TpaHCKpUIIIUKM. B mpomoTtope
reHa eas Haxomutcs 6ombinoe KonmmuecTBo GATA u CRE »simemenTos,
YYaCTBYIOIINX B aKTUBAIIUM TPAHCKPUIIIIMM B OTBET Ha TOJIOJAHUE TIO
MCTOYHMKAM a30Ta WJIW yrjaepoja, puueM, clieayeT MoAuYepKHYTh, YTO
HECKOJILKO TaKMX BJIEMEHTOB HAaXOAUTCS B pallOHe aKTHBATOpa TpaHC-
kpuruu (—1000 1 —1500). M, HakoHe1, B CETMEHTE IIPOMOTOpPa MEXKIY
HykJeotugaMu —57 n —102 jokanm3oBaH MO3UTUBHO—IEHCTBYIOIINI
snemeHT nupkanHbeix yacoB ACE (positive—acting clock element),
NpuYeM OH OTIIMYAETCS OT APYTUX AJEMEHTOB, PETYJIUPYIOLIUX IKCIIPec-
cuto reHa eas [51]. Takum obpa3zoM, B MPOMOTOPHOM paiioHe TeHa eas
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MIPUCYTCTBYIOT BCE LIUC—ACHCTBYIOIINE 2JIEMEHTBI, HEOOXOIUMBIE IIJIsI
peTyJISILiMK 3KCIIPECCUM T'eHa B OTBET Ha BHEIIHUE CTPECCOPhI U BHYT-
peHHUE CUTHAJIBI.

HeoOxonmMo OTMETUTB, YTO XOTSI IIPOAYKT reHa eas SIBIsSIeTCS
BaXXKHBIM CTPYKTYPHBIM KOMITOHEHTOM ITOBEPXHOCTHOTO CJIOSI HEKOTOPBIX
MOp(dOJIOTUYECKUX CTPYKTYp Ipuba, 0JHAKO MHIMOMPOBAHUE €ro
CUHTE3a IIyTeM MyTalluii WK JeJIelIil TeHa He IPUBOAUT K U3MEHEHUIO
(GYHKIIMOHUPOBAHUS TAKMX MEXaHM3MOB KakK augdepeHLIMpoBKa WIN
HupKagHbie yackl. [To—Buaumomy, 6eok EAS He siBiisieTcs: peryJisiTopoM
g depeHIMPOBKY, a IUIIb OJHUM U3 MEXaHU3MOB 3allUThI OT ACUCT-
BUSI CTPECCOPOB.

X. 3AKJIIOYEHUE

KomrmekcHoe meiicTBue (pakTopoB BHEIIHEH Cpelbl — TOJTOMaHMS,
KHCIIOPOIa M CBeTa MIPUBOIUT K AP depeHInPOBKe TPUOHOTO opra-
HU3Ma 1 GOPMUPOBAHUIO OPTaHOB BOCIIPOM3BEICHUS Ha BEreTATUBHOM
MMIIEJINH, 9TO, [TO—BUINMOMY, SIBJISIETCST 3aIIIUTHON peaKIneil opraHmn3-
Ma Ha aefictBre ctpeccopoB. [lom meiicTBEM CTpecCOpPOB TAKXKE M3Me-
HSIOTCS BHYTPEHHUE OMOJIOTUUYECKIE PUTMBI, KOTOPBbIE KOHTPOJIUPYIOT
MakKpoKOHUanoreHe3 y N. crassa.

Ilepexon K ¢GopMUPOBAHUIO OPTAHOB BOCTIPOMU3BEACHUS XapaK-
TepU3yeTcs MepecTPOKoil B MeTaboIm3Me, COMPOBOXKIAEMOM KaTa-
OOJTMYECKUMH TIPOIIeCCaMU M, Ha UX OCHOBE, (POPMUPOBAHNEM HOBBIX
MeTaboMIECKIX MyTei, TPUBOMSIIINX, B YACTHOCTH, K CHHTE3y TaKUX
3AIIATHBIX MOJIEKYJ, KaK KapOTUHOUAL M TUAPO(POOMHBI. DTH Kap-
IWHAJbHBIE U3MEHEHHS B OHTOTEHE3e OTpenessioTcs nuddepeH-
IMAJTBHOM SKCITpeCcCreil HeCKOJTBKMX TPYIITT TeHOB. BEISIBIICHO yKe 0KOJI0
IIBYX IECSITKOB TaKMX T€HOB, YaCTh M3 KOTOPHIX KIIOHUPOBAaHA M CEKBE-
HupoBaHa. K HacTosmemy BpeMeHM HanboJjiee TMTOAPOOHO oxapaKTe-
PU30BaHBI IPOMOTOPHBIEC PAOHBI TEHOB eas u al—3 KOTOpble KOTUPYIOT,
COOTBETCTBEHHO, TUAPO(POOUH M (hepMeHT MyTH OMOCHHTE3a KapOTH-
HoumoB [139], a Takke reHa con— 10, IpOAYKT KOTOPOTO TaKXKe, TI0—BU-
IMUMOMY, BBITIOJHSIET 3amuTHbIe yHKiuu [190]. JanbHeiiee GyHK-
IIMOHAJTbHOE MCCAeIOBaHNE TPOMOTOPHBIX YYAaCTKOB, CBSI3aHHBIX C
nrhhepeHIINPOBKONM TeHOB, TTOMOXKET BBIIBUTH ITYTH PETYISIIINN WX
SKCITPECCHUM Ha Pa3HBIX ATAIlax OHTOTeHe3a Tpuoa.

HeobxomuMo OTMETUTB, YTO pa3IMuHbIe (PaKTOPHI cTpecca AeicCT-
BYIOT Uepe3 albTepHATUBHBIC ITYTH PETYJISIINNA SKCIIPEeCCHH TeHOoB. Tak,
pu auddepeHINpoBKe rpuba, onpenessieMoil KOHTAKTOM BereTa-
TUBHOTO MUIIEJINS ¢ KMCIOPOJOM BO3AyXa, PETYJISIINS SKCIPECCUU
TeHOB, TTO—BUINMOMY, IIPOMCXOANT C YYACTUEM aKTHBHBIX (DOPM KHC-
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JIOpoJia, XOTsI B 3TOM CJlyvyae HeJib3sl UCKJIIOUUTD U BIAUSIHUS TOJIOIaHuSI,
TaK Kak IMOCTYIUIEHWE MUTATEbHBIX BELIECTB MOXET ObITh OTPAHUYEHO
CKOPOCTBIO TPAHCIOPTA OT BeTeTaTUBHOIO MUIIEIUs K BO3AYLIHBIM
rucam [214]. [TpomeXyTOUHbIE 3JIEMEHTbI TPAHCAYKIIMU CTPECCOPHOTO
CHUTHaJIa HEU3BECTHBI, OJJHAKO, XapaKTEPHbBIM JUISl TeHOB, crielu(UIeCKU
BKCIPECCUPYIOLIUXCS MTPU TAKOM TYTU TUDDEpeHLIMPOBKU, SIBJISIETCS
MPUCYTCTBUE B UX MPOMOTOPHBIX pallOHAX LIMC—IEHCTBYIOLIETO 3Jie-
meHta CRS—B [33].

[Tpu nuddepeH1IMpoBKe, BbI3BAHHON a30THBIM I'OJI0OJaHUEM,, OCHOB-
HBbIM TpaHC—IENCTBYIOIIUM PETyJIITOPHBIM (DAKTOPOM 3KCIPECCUU
reHoB siByisieTcst 6esiok NIT2, KoTopblil hyHKIIMOHUPYET Yepe3 Luc—aeki -
ctBytoiue 3neMeHTbl GATA MpoMOTOpPOB reHOB.

[TyTh peryasiliuym 3KCIpeccUuu reHoB Npu nuddepeHupoBKe,
BBI3BAHHOI HEIOCTAaTKOM IJIIOKO3bI, BKJIIOUYAET B ce0sl TJIIOKO3HbIM
tpaHcmoptep RCO3, BropnuHblii Meccerkep TAM®, TTpoTeMHKMHA3Y
A, tpaHc—naeiicTBylomuii peryasgstop CREB u nuc—paeiicTByomuii
aneMeHT npoMotopa CRE.

CurHajl CMHero cBeTa mnepenaercsi, Mo—BUAUMOMY, C MTOMOIIIbIO
(oTopeuenTopa ¢ xpoMochopoM (hJIaBUHOBOU MPUPOIBI U BasKHBIMU,
€CJIM HE OCHOBHBIMU, BJIEMEHTaMU B LMW TPAHCAYKIMU CBETOBOTO
curHana ssisiorcs oeaku WCI u WC2. Dtu 6enku, Hapsmy ¢ 0eJIKOM
FRQ, onpenenstor pyHKIIMOHUPOBaHUE OMOJOTMYECKMX YacOB rpuoa.

OCHOBHBIM KOMITOHEHTOM ILIMPKAaAHBIX 4acoB N. crassa siBIsieTCsl
oesiok FRQ, koTophlii neiicTByeT uepe3 HeM3BEeCTHBIE B HACTOSIIIIEE BpeMs
3JIEMEHTHI TPpoMOTOpa reHoB. JJisi HopMaJibHOTO (DYHKIITMOHUPOBaHUsI
HUPKaIHBIX 4acoB HeoOxoauM 0e1oK WC2, KOTOpbIi CITOCOOCTBYET
JKCIIpeccuu reHa frg, a ¢ nmomouipto 6enka WCI1 perynupyercs ciBur
(haszbl IMPKATHBIX PUTMOB KOHUIMOTEHE3a MO/ AeiCTBUEM CBETA.

[Tpu mepenaye anbTepHATUBHBIX CUTHAJIOB C MOMOIIbIO Pa3HbIX
PeryiasiTOpHbIX (haKTOPOB HEJIb3s1 UCKIIOYUTh TOTO, UTO 3TU (DaKTOPbI
B3aMMOEHCTBYIOT, B3aMMO3aMEHSIIOT UM KOHKYPUPYIOT APYT C IPYTOM
pu omnpeneeHHbIX yeiaoBusax (cross—talk). Takue B3ammopmeiicTBus
MpeacTaBlieHbl Ha cxeMe, KOTopasi HOCUT TUITOTeTUYECKUI XapaKTep
(puc. 9).

Tak, B MpOMOTOPHBIX paliOHaX FeHOB PeryJasiTopHbiXx 6eakoB FRQ,
WCI1 1 WC2 nipucyTcTBYIOT peryiisitopHble asieMeHThl GATA, uTo aena-
€T BO3MOXHBIM PETYJISLUNI0 SKCIIPECCUU 3TUX F€HOB JOCTYIMHOCTbHIO
HMCTOYHMKA a30Ta uyepe3 oenok—peryasitop NIT2. B mpomoTopax reHoB,
Komnupytomux peryastopHbie 0eaku FRQ, NIT2, WC1 u WC2 BhIsIBIICeHBI
perynsitopHble 37eMeHThl CRE, TO ecTh akcnpeccusi 3TUX TeHOB MOXET
KOHTPOJIMPOBATLCS YPOBHEM TJIIOKO3bl Uepe3 MOCPeaCTBO CUCTEMbI
TAM®. BecbMma BepOSTHO, YTO €IMHBIN OTBET KJIETOK ((popMHUpOBaHEe
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CTPECC-®AKTOPLI

BUOJOTMYECKUE OKMCIUTETbHBINA
crpecc? - -
YACDHI Ph\ ;@
A
\ D |
Ny A
DakTophl \
TPAHCKPUIILIUU FRQ<«—WC2 «—>WCI Y FL NIT2 CREB
I /N I I
A, _& _______ [ __ S P __A
PerynstopHerie | | Al !
3JIEMEHTDI 1 X APE CRS-B GATA CREB|
reHOB ! I

1, frq, DKcrnpeccust cTpecc-TeHOB 1, frq, nit-2
we-1,we-2 al, bli, con, ccg we-1,we-2
PerynsitopHbie CTpyKTYpHBIE T'€HbI PerynsitopHbie
TeHBI TeHBI

Puc. 9. lNpennonaraemasi B3auMOCBSI3b PA3IMIHBIX MYTell PEeTYJISIIUN IKCIIPECCUN
T€HOB TIO]T JIEWCTBUEM CTPECCOPHBIX (haKTOPOB.

KOHUAWI Ha MUIEJINMN) Ha pa3InIHbIe CTUMYJBI CBSI3aH C TeM, YTO
B3aUMOJEUCTBUE PA3INIHBIX ITyTeil TPAHCIYKIIMUA CTPOTO KOOPIMHU-
pPOBaHO U TOYHO BBIBepeHO. K coxajaeHuro, 10 HACTOSIIIETO BpeMEHM!,
HCCIIeIOBAaHMS B 3TOM HAIlpaBJICHUN He TTPOBOIVIINCE.

Heob6xoamMo oTMETUTB, YTO HECMOTpPSI Ha HaJIMYKME B HACTOSIIIEe
BpeMsI O0IMPHON MHMOPMALTUH O TTYTSIX PETYIISIIY SKCIIPECCUU TEHOB
ipu auddepeHIMpoBKe N. crassa, 0 CTPYKType 1 (GYHKIIMOHUPOBAHUYT
OCHOBHBIX PETYJISITOPOB 3KCIIPECCUU M O CTPYKTYype APYIUX T€HOB,
SKCIIPeCCHsT KOTOPBIX CBSI3aHA C OTPeIeICHHBIMUA CTaIUusIMUA Pa3BUTHS
rpuba, octaercsl e1e Macca BOIPOCOB, KOTOPblE HEOOXOIMMO pa3pellnuTh
B HayibHelmeM. Bo—mepBbIx, Hem3BecTHA (DYHKIIMOHAIBHAST POJIb TTPO-
JIYKTOB MHOTHX T¢HOB, CBSI3aHHBIX ¢ T depeHIInpoBKoii. He BrIsABIeHA



Jleticmeue cmpeccopos na pazeumue N. crassa 143

POJIb BTOPUYHBIX MECCEHIKEPOB TAKMX, HapuMep, Kak TAM®, B ryTsx
TPaHCAYKILIMM Pa3HOOOPA3HBIX CTPECCOPHBLIX CUTHAJIOB y Tpuba, XOTs
MOJTyYeHbl MHOTOUMCIIEHHBIE JaHHBIE, YKA3BIBAIOILIME HA IPUIACTHOCTD
BTOr0 HYKJIEOTHJA K Pa3IWdHBIM IMyTsIM nuddepeHnuposku. Henb3st
UCKJTIOYATh Y YJACTUSI TAKUX BTOPUUHBIX MECCEHKEPOB, KakK MOHBI Ca’*,
nHo3uToJidocdarel U poreMHKMHa3a C B TpPaHCIYKLIMM CUTHAJIOB
BHeIIHe# cpennl y N. crassa [43, 214]. HakoHell, omHUM 13 OCHOBHBIX
BOIIPOCOB, OCTAIOILIMXCS HEpa3pelleHHBIM 0 HACTOSIIEro BPpEMEHHU,
SIBJISIETCS POJIb IIPOLIECCOB IMOCTTPAHC/ISIIMOHHON MOIU(PUKALIMU peTy-
JISTOPHBIX OEJIKOB pa3HOOOpAa3HBIX MyTeil TPAaHCAYKIIUU CTPECCOPHBIX
CUTHAJIOB, HalpuMep, mpolueccoB ux dochopusinpoBaHusi/nedocho-
PUIMPOBAHUS.

ABTOpBI BbIpaXalT MNpU3HaTeJbHOCTh A.0.H. P.B.[1osi030By 3a moJie3Hbie
3aMeyaHust Ipu rpouteHuu pykonucu, 1.0.H. P.C. [llakynoBy 3a KOMMEHTapuu 110
pabote u 1.6.H. M.C.KpulikoMy 3a riiof0TBOPHbIE IUCKYCCUU B ITPOLIECCe HAMTMCAH s
0030pa.

PabGora BeinosiHeHa nipu (pruHaHCOBOI Mouiepkke Poccuiickoro donma dyHa-
MEHTAaJIbHbBIX HccaemoBanuii (rpant Ne 98—04—48382).
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