MOJIEKYJIAPHAA BHOJIOTHA, 2020, mom 54, Ne 4, c. 562—579

IF'EHOMMKA.
TPAHCKPUIITOMUKA

VIK 577.218,579.243

N3MEHEHMUE DKCITPECCUU I'EHOB ®EPMEHTOB ITEPBUYHOI'O
METABOJIN3MA U INIACTUAHBIX TPAHCIIOPTEPOB B XOIE POCTA
KVIIBTYPbBI Chlamydomonas reinhardtii

© 2020 r. P. K. ITy3anckuii’, /I. A. Pomaniok?, A. A. Kupmmuaukosa®, M. ®@. I1Iumosa® *

Canxkm-Ilemepbypeckuii eocyoapcmeennuiit ynusepcumem, Cankm-Ilemepoype, 199034 Poccus
*e-mail: mshishova@mail.ru

IMoctynuna B penakuuio 24.11.2019 r.
IMocne nopa6otku 23.01.2020 r.
IIpunsra k nyoaukamuu 07.02.2020 r.

B MmukcorpodHoii Kynbrype Chlamydomonas reinhardtii npoBeieH aHAIN3 UHTEHCUBHOCTU 3KCIIPECCUU Te-
HOB, KOIMPYIOIINUX (DEPMEHTHI IIEPBUYHOIO META0O0IM3MAa U TUIACTUAHBIE TPAHCIIOPTEPHI. YPOBEHb DKC-
npeccuu npuMepHo 70% wcciiefoBaHHBIX TEHOB U3MEHSIETCS B IIPOLIECCE POCTA KYJIBTYPHI, IIPU 3TOM Ha 3a-
BEPILIAIOIIMX 3Tarax pocTa dKCIpeccust cHukaeTcst. O01uit mpo@duib 3KCIIPECCUU B SKCITOHEHIIMAILHOM
daze MeHsieTCcs OoJiee 3aMEeTHO, YeM B cTallMoHapHoii. B cepenune ¢a3bl 3KCIMOHEHIIMATIBLHOTO POCTa U3-
MEHEHMUSI TPAHCKPUIILINY IPUBOIIT K CYILLIECTBEHHOM MePECTPOiiKe MeTaboJI1M3Ma, B TOM YHCJIE K 3aIIyCKY
CUHTE3a JIMITUIOB, YTO COIPOBOXKIAETCS U3MEHEHUEM OalaHCa SHEPIrM U BOCCTAHOBUTEILHOI CLIOCOOHO-

CTHU MEXIY MJIaCTUION U LIMTO30JIEM.
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BBEAEHUE

3eneHast MukpoBonopociib Chlamydomonas rein-
hardtii — MoneNnbHBIN 00BEKT, UCITOJIb3YEMBIN TeHEe-
TUKaMM, OMOXUMUKaMU U pusnosgoraMu. OgHUM U3
IIMPOKO paCIpOCTPaHEHHBIX CIIOCOOOB BhIpaIBa-
Hus C. reinhardtii aBnsieTcs TIEpUOINUIECKOE KYJIbTH -
BUPOBaHUeE, MPU KOTOPOM TTOIMYJISILIMS KJIETOK pacTeT
B HEM3MEHHOM M HEOOHOBJIIEMOM OObeMe Cpembl Oe3
JIOTNIOJTHUTEJIbHOTO CHAOKEHUST MUTAaTeIbHBIMU BEIle-
cTtBaMU. Takue mepruoandeckKue KyJbTypbl MOTYT OBITh
aBTOTPO(HBIMU, TeTEPOTPO(PHBIMU I MUKCOTPO(D-
HbIMU [ 1, 2]. B IOCIETHEM cllydae B KaUueCTBE UCTOUYHM-
Ka yrjiepoaa UCTOJIb3YIOT alleTaT, YToO 3aMETHO YCKOPSI-
€T HaKOIUIeHHe KJleTouHoM Macchl C. reinhardtii | 3].

K Hacrosmemy BpeMeHU HAaKOIUIEHEI JaHHEIE O
CTPOCHUM U MeXaHu3MaxX paboThl (POTOCMHTETHYECC-
Koro amnrapara [4, 5], a Takke 006 OCHOBax MUHepajb-
HOTO TUTaHus [6—8], yCTOMUYMBOCTU K CTpeccopam
[9—11] u mpoueccax crapeHMsI KyJIbTypbl XJIaMUIO-
MoHanpbl [12]. OnHako cBeAeHUsI O TMHAMUKE MeTa-

0oJM3Ma XJIaMUJIOMOHA/IbI B IPOLIECCe POCTa MUKCO-
TpoHON TNepUOANYECKON KYJIbTYpPhl HTOCTATOYHO
dparmeHtapHbl. OnmyOoJMMKOBaHHBIC JaHHBIE JHUOO
OMUCHIBAIOT KOPOTKHE MEPUOIbl SKCITOHEHIIUAIbHO-
ro pocrta (B TeYeHME HECKOJbKUX YaCcOB IT0Ce Mepe-
caigku), 1100, HAIIpOTUB, HAalpaBJICHBI Ha U3YyYeHIE
MeTabOoJIMUECKUX MEePECTPOEK B CTallMOHApHOI (a3e
[13—15]. ITokazaHo, YTO B XO/€ CTallMOHAPHO (a3l
YBEJINYMBACTCA COACPKAHMEC HACBIIICHHBIX >)KNPHbBIX
N OpraHUYeCKMUX KHCJOT, Torga Kak KOHICHTpalusd
HEKOTOPBhIX AaMMHOKMCJIOT CcHuxaetrcs [15—18].
l_lpeﬂ,nonaraeTCﬂ, YTO HAKOIUICHUEC KUPHBIX KNUCJIOT
HaIlpaBJieHO Ha JeMOHUpPOBaHUE METabOJUTOB, Xa-
pakTepHoe ISl 3aBeplieHus pocta. U3MeHeHue mpo-
¢uIst MeTaboJMTOB MOKET OTPaKaTh TAKXKE NECTPYK-
TUBHBIE TIPOLIECCHI, OOYCJIOBJICHHBbIC aaanTaluein
KJIETOK XJIaMUIAOMOHAAbl K HOBOMY (hU3HOJIOTHUYC-
CKOMY COCTOSIHUIO, COOTBETCTBYIOIIEMY CTapeHUIO
[19]. HampoTuB, HayaJIbHBIA 3TaIl SKCITOHEHIMAb-
Horo pocta C. reinhardtii (B miepBbIe 22 4 IOCJIe IIepe-

Coxkpautenust: 'K — rnaBHas komrnonenta (PC, principal component); MI'’K — meTon rinaBubix koMmnoHeHT (PCA, principal com-
ponent analysis); MEBA — mynbTuBapuaHTHbIN aMnupudeckuii baitecoBckuit ananuz (MEBA — multivariate empirical Bayes analysis);
(O)IIJIC-JA — nMCKpUMMHAHTHBIN aHAJIM3 METOIOM (OPTOrOHAIBHBIX) MPOEKIIMit Ha JJaTeHTHBIE CTPYKTYphbl ((O)PLS-DA, (orthogonal)
projections on latent structures — discriminant analysis)); DBl — uHnekc knactepusanuu (Davies—Bouldin index); VIP — mapametp
(O)IIJIC-JA momenu (Variable Importance in Projection); IT®I1 — nenrozodocdarhslii myTh; CH — yriiepoa HEOPTaHUYECKHIA;
TATI — tpuanuirauueput, SD — ctangapTHoe oTkiioHeHMe (Standard Deviation), AU p — npuOamKeHHO HeCMEeIlleHHOe p-3Hade-

Hue (approximately unbiased p-value).
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WUcTtouyHuUKHM yriaepona

Puc. 1. CxeMa, WUTIOCTpUPYIOIIAsT POJIb TTPOITYKTOB MC-
cJleoBaHHbIX reHOB B Metabonusme C. reinhardtii n ux
B3aMMOCBSI3b.

CallKu KJIETOK) XapaKTepU30BaICS HEIUMHEHHBIMU
U3MCHCHUSIMU COJEpPXKaHUSI TaKWX METaOOJIMTOB,
KakK YIJIEBOJIBI, XXUPHBIE KMCJIOTHI, a TAKKe pSaa MH-
TepMEIMaTOB DHEPreTUIYeCKUX IUKIIOB [20].

Hacrosias craThsl SIBJISIETCS JOTMYECKUM IIPO-
JIOJDKEHUEM MeTab0JIOMHOIo aHajim3a KieTok C. re-
inhardtii, BBRIpallIeCHHBIX Ha cpemax C JoOaBICHUEM
auerarta [21]. CpaBHeHuUe npoduiieit MeTaboIUTOB Ha
Pa3HBIX CTAOUSIX PA3BUTHUSI KYILTYPHI II03BOJIMIIO BhI-
SIBUTh OCHOBHBIE METAa00IMUECKIE TTePECTPOIKM, OCO-
OEHHO B X0/I¢ 3KCITIOHEHLIMAJILHOTO pocTa [21]. AHanmu3
3TUX METAa0OJIOMHBIX JAHHBIX ITO3BOJIMI “OTOOpaTh”
KJII0YeBbIe (DEPMEHTHI U TPAHCIIOPTEPHI XJIOPOILIacTa
XJIAMUIOMOHAJIbI, KOTOpPbIe MOIJIM OBITh HauboJiee
3HAYMMBIMHI B METa0OIMYECKUX MEPECTPOMKaX, OIO-
CpenOBaHHBIX alleTaToM. AHaJU3 MeTaOOIMUEeCKUX
MepecTPOeK, MPOUCXOASIINX BO BpEMST SKCIIOHEHII -
aJIbHOM (pa3bl pOCTa MUKCOTPOMHOM KYIbBTYPHI XJIa-
MUIOMOHAAbI, HAa MPOTSLKEHUU OoJiee MJIMTEILHOIO
Meproja, OXBATHIBAIOIIETO S3KCIIOHEHIIMAJIbHYIO U
cranroHapHyo ¢asbl (1—6 cyToK), IToKa3ai, 4To Au-
HaMUWYHBIE TIEPECTPOMKHN MeTaboIoMa TECHO KOppe-
JIMPYIOT C TAKUMU (PU3UOJIOTMYECKUMU IIPOlIecCaMU,
Kak (poTocuHTE3, AbIxaHue, crapeHue u ap. [21]. do-
Ka3aHO CYIIIeCTBOBaHUE Pa3In4vii B METaOOJIUTHBIX
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npodWISX KaK B IEpHOM 3KCIIOHEHIIMAILHOIO POCTa
(1—4-e cyTKM), TaK ¥ IOCJIe TIepexoaa K cTallMoHap-
HoIt (paze (4—6-¢ cyTkm). [ToKa3zaHO 3HAUYNTEIHLHOE U
HEeJIMHEITHOe U3MEHEHHE COIePKAHMSI XKUPHBIX KIC-
JIOT U aUWJINIMIEPUHOB, a TAaKXKe caxapoB, BKIIIOYAs
Jrcaxapuibl, YTO MOXET OTPaXKaTh pa3HUILY B YPOBHE
CHHTE3a, KaTaboIM3Ma M JEIIOHUPOBAHUS Pa3IMIHbBIX
coenmHeHmit [21]. TeM caMbIM YCTaHOBJIEHO, YTO BO
BpEMsI SKCITOHECHIIMAJILHOTO POCTa M3MEHSIIOTCS ITyTU
aCCUMWISILIMY YIJIEPOJa M XapaKTep SHEPIeTUIECKOIO
oOMeHa B KJIeTKax Bomopociau. OQba mpoliecca TECHO
CBSI3aHBI C MEXaHM3MAaMM BKJIIOUCHMS alleTaTa B MeTa-
00IM3M XJIAMHIOMOHAABI TP MUKCOTPO(HOM ITUTA-
Huu. CrenoBaresibHO, MOXHO OXWIIAaTh W3MEHEHMS
aKTMBHOCTH LIEJIOTO psifa (PEpMEHTOB, YUaCTBYIOIINX B
rmakonm3e, 1mkiIax Kpeoca m KampBmHa, cuHTe3e
KMPHBIX KUCJIOT U Ap. (puc. 1, mo gaHHbIM [21]). Yuu-
TBIBasI TECHOE B3aMMOJICHICTBHUE Pa3IMYHbBIX KJIECTOYHBIX
OopraHesul Kak B KaTaOOIMYECKNX, TaK 1 B aHA0OIMJe-
CKUX Ipolieccax GOTOCMHTE3UPYIOIIESH, HO pacTyleii B
MUKCOTPOGHBIX YCIIOBUSIX MUKPOBOIOPOCIIN, OOJIBIIIOE
3HAYCHWE MPHUOOPETAIOT TPAHCIOPTEPHI, JIOKAI30-
BaHHBIC HAa MeMOpaHe xJjloporuiacta. B cBsI3u ¢ aTuMm
pPaccMOTPUM OCHOBHEIE (pepMEHTHI (M MX Te€HBI) IIep-
BUYHOTO MeTab0I13Ma, B TOM 4YKciie (DEPMEHTHI, BO-
BJICYEHHBbIE B MeTaOOJIM3M alleTaTa, a TakxKe TpaHC-
MOPTEPHI XJIOPOILJIACTOB M F'€HBI, X KOIUPYIOIINE.

MeTabonu3M alierata HaUMHAETCsI C 0Opa30BaHUs
komiuiekca ¢ KoA. KieTka xJ1aMUIOMOHAIbI CITOCO0-
Ha TIpeBpalllaTh aleTar B aueTwi-KoA IByMs crioco-
o6amu. Ilpu nepBoM criocobe anetui-KoA-cuHTaza
mpeBpalaeT auetat B aleTwi-KoA. Y xnamugoMo-
HaIbl 3TOT epMeHT KogupytoT reHbl ACS1—4. Bro-
poii myTh — AByxaTanHbiit. CHavaa auerat gochopu-
mmpyetrcsa (epMEHTOM alleTaTKUHA30M, KOIUPyeMO
renamu ACK1u 2. Ha BropoM aTarie B pe3yibTraTe padbo-
ThI (pocoanteTaTpaHcdepasbl, KOIUPYEeMOil reHaMU
PATI u 2, o6pasyercs anetuii-KoA. HenaBaue Mo-
JIEKYJISIPHO-OMOJIOTHYECKIE U TIPOTEOMHEBIE UCCIIEIO-
BaHUsI YKa3bIBAIOT Ha TO, YTO XJIaMUIOMOHAa1a obJ1ana-
er aBymsa depMeHTHBIMU cuctemamu ACK—PAT.
VYcranoBneHo, yro riepsas napa PAT1 n ACK?2 noka-
JIu3yeTcsl B MUTOXOHIPMSIX, TOrIa KakK BTopas —
PAT2 u ACKI, Haxomurcs, IPEaoIoKUTE]IbHO, B
xnoporuractax [22—24]. YcranosiieHo, 9o reHsl ACK 1
u PATZ2 noxkanuzoBaHbl Ha xpoMocoMme 9, a ACK2 n
PATI — na xpomocome 17 [24].

Auetuii- KoA — ob1iee 11t pa3indHbIX OUOXUMMU -
YeCKHX ITyTeil coeTMHEHNE, PEeTYISIIAS YCBOCHUS KO-
TOPOTO OIpeAesieT aKTUBHOCTh Psia BaXKHBIX OMO-
JIOTUYECKUX TIpolieccoB. AnieTiii-KoA BKiTtouaercst B
IUKJI TPUKApOOHOBBIX KMCIIOT IIUTPATCUHTA30M, KO-
mupyemoii reHamu CIS] u 2. I1pu sTtom CIS2 BoBie-
YeH MPEeUuMYIIECTBEHHO B TJIMOKCWJIATHBINA LMK, a
CIS1 — B uuki Kpebca [25]. MHrubupoBaHue 1IUT-
paTCHHTA3bl ITyTeM IIOAAaBJICHUsI SKCIIPECCUM TeHa
CIS ¢ noMoubio UHTEpPEPEeHLIMU MPUBOAUIIO K PO-
cty ypoBHs1 Tpuauwiaruepuna (TAI'). Hanportus,
cBepxaKcnpeccus reHa CLS IprUBOONUT K CHUZKEHUIO
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ypoBHsI TAI' B 2 pa3a. BBon aneTMiIbHBIX TPYITIT B
1ukJ Kpebca u nx BbIXOI U3 HETO MOXKET OCYIIECTB-
JISITh TaKKe LUTpaTivasa, CyObeOUHMIBI KOTOPOI
komupyiorcd reHamu ACLAI n ACLBI XimaMuImoMo-
Hazsl [26].

Eme ogux MexaHn3M, 00ecreYnBarOIINif OTTOK yT-
Jiepona u3 1ykia Kpebca v akTUBALIO TIIIOKOHEOore-
He3a, 3aK/II0YaeTcsl B MPEBpaIllcHUN OKcaloaleTara B
dochoenommpysar ¢ochoeroanmmpyBaTKapOOKCUKI-
Hazoit (PCK1) B ycnoBusix n3oeitka ATP [27].

Peaxiius nipespateHust anetuia- KoA B MaJIoHUT-
KoA, xaranmsupyemas anetusi-KoA-kapboxkcuia-
3011 (ACC), — ximoueBasi B OmocuHTe3e TUImaoB [28].
YV Bonopoceii CMHTEe3 JTUITUIO0B ITPOMCXOAUT TIpEUMYy-
IIECTBEHHO B I1acTuaax. XmoporuiactHas ¢opma ACC
COCTOMT M3 YEThIpEX CYOhETUHUIL; OMOTHH-KapOOKCHII-
nepeHocsiiero 6eiaka (BCC1), bumoTuHKapOOKCHIa3bl
(CHLREDRAFT 122970) wu 1Byx CcyObenMHUIL
kapookcuirpaHcgepassl (CHLREDRAFT 184945 —
o-cyobenunuiia). Hapsiny ¢ aTuM anieTuiibHbIE TPYII-
bl MOTYT Y4aCTBOBaTb B CUHTE3€ XXUPHOKUCIOTHBIX
1ernei ¢ noMouIbio aluiaTpaHcdepas, K YUCTy KOTO-
pbeix otHocutcs FabH — cwumnutaza III 3-okcoaryi-
anmneperocsnii 6enka (KASIII), kooupyemast y
xsamunoMoHanbl reHoM CHLREDRAFT 123419.

M3meHeHre ycaoBrii KyJbTUBUPOBAHUST MOXKET Cy-
IIIECTBEHHO BJIUSITh HA aKTUBHOCTb (DUKCALINU YIJIEPO-
a 1 MeTabonusM caxapoB. [ToaTomy ocoboe peryssi-
TOPHOE 3HAYEHUE MOTYT MMETh T€Hbl, KOIUPYIOIIWE
KJItoueBbie (hepMeHThI LIukiaa KanbBrHa, eHTo3ohoc-
datHoro mytu (ITPIT), rrkonusa u Meradboausma ca-
XapoB: Majylo cyobrenuHuiry Pyorncko (RBCS1), dpyk-
To3obucdocdaranpaonaszy (FBA3), TpaHCKeToa3y
(TRK1), tpaHcanbmonasy (7AL2), PfkB-momoGHyo
kapoorunparkuHaly (CHLREDRAFT 111372), rekco-
kuHazy (HXKI), tpuosodochatuzomepasy (TPIC) u
o-ranakro3unasy (AGAI). M3meHeHus: meTabouzma
caxapoB MOTYT BJIMSITbh Ha OajlaHC MEX]y pacXxoloBa-
HUEM U ACTIOHUPOBAHMEM 3aracHBIX BEIIECTB, B TOM
yucie kpaxmaia. Betsaiuii pepment SBE3 katanuzu-
pyeT obpazoBaHue 1,6-0-TIIMKO3UIHBIX CBA3EH MEXKITy
LIENSIMU OCTaTKOB TJIIOKO3bl C 00pa30oBaHUEM aMWJIO-
MEeKTUHA — OCHOBHOTO KOMIIOHEHTa Kpaxmaja. Pac-
LIETUIEHUE KpaxMmajia OCYIIECTBISIIOT dochopuiaza
kpaxmaia (CHLREDRAFT 137300, PHOB), wuso-
aMwia3bl M aMuiasbl, B TOM uYucie [-amuiasza
(AMYB1). O6pa3zyomasics npu 3TOM MaJabT03a THI-
poau3syeTcsi, B TOM 4uuciie 4-0-TjoKaHTpaHchepa-
301t STA1l. PacuienieHue Tperaao3bl KaTaau3upyer
a,o-tperaaza (CHLREDRAFT 195672).

Elile onuH KiItoueBoii peTyJisiTop dHepreTu4ecKo-
ro B3aUMOJEUCTBUS TJIACTU/ C LIMTO30JIEM, YUACTBY-
IOIIMI B UBMEHEHU MHTEHCUBHOCTU M HaIlpaBJIEH-
HOCTH TJIMKOJIM3a U INIIOKOHeOoTreHe3a, — IJIaCTUIHbIe
TpaHcrniopTepbl coenuHeHuit C; [27]. K HUM, Hanpu-
Mep, MOXHO OTHecTH Tpuo3odocdat/dochdaTHbIit
antunoptep TPT [29]. K cemelicTBY TpaHCIIOPTEPOB
TPT otaocutcst 6emok APE2, mpenmmonoxXuTeabHO
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[TY3AHCKUWW u ap.

JIOKQJIM30BaHHbIN B 30HE KOHTAKTa BHEIIIHEN U BHYT-
peHHell MeMOpaH xyioporuiacTa. B kiterkax C. reinhard-
tii onucaHbl TIACTUIHBIA 2-OKCOIIyTapat/MaaaTHbIN
aaTunoptep (OMT) [30], 6emroxk LCI20, oproJor 2-0k-
comlyTapaT/MajiaTHOro oOMeHHMKa 000JIOUKH XJIOPO-
ractoB apabunoricuca [31, 32]. B reHoMme xiiaMmuaoMo-
HaJlbl UACHTU(UIMPOBAHBI T€HbI TUIACTUIHBIX TPAHC-
noptepoB rekco3 (HXT1), manbro3sl (MEXT), a Takxke
docdar/dochoerornupyBarHoro antunoprepa PPT1.

TakuMm obpa3zoM, n3MEHEHUSI SHEPTETUIESCKOTO U
TUIAaCTUYECKOro MeTabojim3ma, HabIogaeMble B Ipo-
liecce Pa3BUTUS MUKCOTPOMHON MNepHUOANYECKOt
KyJIbTYPBI XJIAMUTOMOHAIbI, MOTYT OMOCPEI0OBATHCS
U3MEHEHUSIMU aKTUBHOCTU HECKOJILKMX (DEPMEHTOB
¥ TpaHCHOPTepoB (puc. 1). AKTUBHOCTb 3THX OEJIKOB
MOXET PeryjJupoBaThCs Ha pa3HBIX YPOBHSX, B TOM
Yuclie, 3a CYeT U3MEHEHMS TPAHCKPUITLIUM T€HOB, UX
KOAUpYyIoluX. B TaHHOM Mcciie[oOBaHMU ITPOaHATU3H -
pPOBaH ypOBEHb TpaHCKpUITIUM 32 reHOoB (Tabi1. 1), Ko-
IUPYIOINX (hepMEHTBI aCCUMWJISILIUM alleTaTa, [uKia
KaneBuHa, TTMKOIM3a U AP., a TAKKE XJIOPOIUIACTHBIX
TPaHCITIOPTEPOB, AKTUBHOCTh KOTOPBIX MOKET MEHSITh-
csl B TIpOLiecCe SKCIOHEHIIUAIBHOTO POCTa KYJIBTYPhI
C. reinhardtii.

OKCITEPUMEHTAJIBHAA YACTb

O0vekT U KyabTusupoBanme. Kynbrypa C. rein-
hardtii cc-124 nonydeHa U3 KOJUIEKIINU Kadeaphl Te-
HETUKU 1 OMOTEXHOJOTUU OMOJIOTUYECKOTO (PaKyIb-
teta Cankt-IleTepOyprckoro rocynapCTBEHHOIO
yHuBepcuteta. KyabpTypy noauepXuBaad aKCEHUIHO
Ha xunkoit cpene TAP (Tris Acetate Phosphate) [33]
B KOHMYECKUX CTEKIISTHHBIX KOJI0ax 00beMoM 500 M,
KOTOpHbIe coaepkanu 250 M1 cpeasbl, IIPU ITepruoIrude-
CKOM MepeMelIMBaHUN, €CTECTBEHHON KOHIIEHTpa-
uuu CO, ¥ TOCTOSTHHOM OCBELLIEHUU JTIOMUHECLICHT-
HBIMHU JIaMITaAMHM XOJIOJHOTO CBe€Ta C MHTEHCHBHO-
cteio 3000 nk. ITJIOTHOCTH KyJBTYPHI ONpPEIEIsSIIIN
MOACYETOM KJIeTOK B Kamepe I'opsieBa. OTOGOp 11po0d
npoBomuiin 4 pa3a: B Havale (1-e cyTkm), cepenuHe
(2-e cyTOK) U B KOHIIE (4-€ CyTKM) SKCIOHEHIIUATb-
HO, a TaKkKe B CTallOHapHOM (6-e cyTKu) dase pas-
BUTUS KYJIBTYpPHI (pUC. 2) B UeThIpEeX OMOJIOIrMYEeCKIX
MIOBTOPHOCTSIX.

Boineaenne PHK. Kietku xmaMuIoMoOHanbl
(107 x71€TOK) OCaXkaanu LeHTpUdyrupoBaHueM (5 MUH,
3000 g), ocanok pecycneHAupoBaav B 1 MJ1 peakTuBa
ITyp3on (PureZOL™, “Bio-Rad”, CIIIA) [34] u ne-
peMemuBanu. [IpoOGbl MHKYOMpPOBaIM TIPU KOMHAT-
HOIi Temneparype B TeueHue 5—10 MUH, roMoreHar
3amopaxuBaiu. [Tocyie oTTanBaHusl MPOObI LIEHTPU-
dyruposanu (10 muH, 12000 g u 4°C), K roMoreHarty
npobapmsun 0.2 M xamopodopMa, MHTEHCUBHO TIepe-
MeIMBaIu B TeueHne 15—20 ¢ m BBIIEPKUBAIHA TTPHA
KOMHAaTHOM Temrieparype (5 MUH) C TIEpUOANYECKUM
rnepeMelMBaHueM. 3aTeM MpoObl LIEHTPUGYTUPOBaIU
(15 muH, 12500 g u 4°C), K BepxHeii 6eCLIBETHOI BOI-
Ne 4
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Taomuuoa 1. [IpoaHanM3MpoBaHHBIE TeHBI IEPBUYHOTO MeTab0IM3Ma 1 XJIOPOIUIACTHBIX TPAHCITOPTEPOB

Jlokyc tag T'en IMponykTt ITpaiimep
CHLREDRAFT_129982 | ACK1 AlleTaTKMHa3a CCTGTCGGGTCGGCAGTG
GTGGTCCTTGGCGGGAATCT
CHLREDRAFT 128476 |ACK2 AlleTaTKMHa3a GCGTCTTGGTCCTGAAC
ACATTCTCCTTGATGAAATCC
CHLREDRAFT 196544 |ACLAI CyobenuHuIa A TGCCTATCCAGGTGGTTCAGTTCA
ATP-turpatianassl CGGGCGGTGGCGAAATCAAT
CHLREDRAFT 186611 |ACLBI CyonenuHuna B CGAGACTCCATCTGTCGCTGCT
ATP-uutpatinasbl CTGCGGAAGGAGGCGTAGTTGAT
CHLREDRAFT 194063 |ACS1 Auetwi-KoA-cunrerazda |CTGACTCTATTGTTGCGAAGG
CGTTGATGTTGGACTGGC
CHLREDRAFT_139750 |ACS2 Anetmn-KoA-cunreraza | GCAGGACAAGCAACAGTACGAGG
TCCAGGCAGTTGTAGGCGATG
CHLREDRAFT _116873 |AGAI a-lanakro3unasa GATGACTGCTGGATGGAGAA
TACACGCCGAACTTGAGG
CHLREDRAFT 183141 |AMYBI B-Amunaza AGCCAGTGCGTTCTCAGA
AAGCGGTCCTCGTCTATCATT
CHLREDRAFT_205633 |APE2 IMepenocuuk tpuozodoc- | GCTCGTCCGTGCTGTTCTTCA
daroB CCTTCTTGTGCTTGTGCTTGCT
CHLREDRAFT 185478 | BCC1 buotun-kapookcuin-nepe- | CCGAGGAGGTTGAGGCTGCTA
Hocsmii 6enok (cyorenu- | CAGGCTGAAACGCTTGCTCTTC
Hula anetia-KoA-
KapOOKcuIa3bl)
CHLREDRAFT _105734*| CBLP, RACK] B-cyopenuuuna G-6enka | GTCATCCACTGCCTGTGCTT
CCTTCTTGCTGGTGATGTTG
CHLREDRAFT 111372 | CHLRE- Kwunaza caxapos tuma PfkB| GCTTCCCGACCTTCTTTG
DRAFT 111372 CCGCCCACAATGATGATG
CHLREDRAFT_122970 | CHLRE- buoTtnH-kapbokcuniasa GCGGCGAGATTGCTGTG
DRAFT 122970 |(cyObeauHUIIA alleTHII- GGGATGTTGAGGTAGGACT

KoA—xkapb6okcniasbr)

CHLREDRAFT_123419

CHLRE-

DRAFT 123419

Cunra3za 11 3-okcoarmi-
[aLmi-miepeHocsIIero
Oenkal

GCCTCCTACGCCAACATCCACAT
GCATCACCAGCCAGTCCACAGA

CHLREDRAFT 137300 | CHLRE- docpopunaza kpaxmana | GTTGTGGAGGGCGACGA
DRAFT 137300 TGTGGCAGCGGTGTTCT

CHLREDRAFT 184945 | CHLRE- o-Kapookcunrpancdepaza | CGGTATCGGCAGCATCAAT
DRAFT 184945 |(cyobenuHULA alleTUIT- ACATCTCACGCAGGTTCAC

KoA—kapbokcusasbl)

CHLREDRAFT_ 195672

CHLRE-

DRAFT 195672

o,o-Tperanaza

GACTCCTACTGGGTCATCCTGGG
CAGGCTGAAACGCTTGCTCTTC

CHLREDRAFT_194915 | CIS2 IlutpaTcuHTaza AACACCACCGCCGTCATC
TCACATCAATCACCTCCGTCG
CHLREDRAFT _24459 | FBA3 ®pykro3o-1,6-mudochar- | GCCCTGATGATGAAGTCGTCGG
ampgoaa3a CAACGGTGCCAGCGGTCTT
CHLREDRAFT_21582 | HXKI I'ekcoknHaza CACTCGGCATCCTCATCCTA
CGTCGGCAGCATCATCAT
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Taomuma 1. OxoHuaHue

Jlokyc tag T'en IIponykT IIpaiimep
CHLREDRAFT_196325 | HXT1 TpaHcropTep rekcos CTGATCGGCGTGCTGCTGTTC
ACGGAGGATGAGAAGTAGACCAGGG
CHLREDRAFT_ 205915 | LCI20 2-Okcornyrapat/Manar GCGGCGACCACCAATGAGAT
TPaHCJIOKATOP GCGACTTGATGATGGGCACAAAGA
CHLREDRAFT 205893 | MEXI BDKCnopTep MaabTO3bI GATGGAAGGGCGACGGACAAC
CATTCTGGACGACTTGCGGAAGC
CHLREDRAFT_185488 | OMT1 2-Okcortyrapar/Manar GGAGTGCCTGAACAACAAC
TPaHCJIOKATOP AGAAGTAGTGCGAGTAGAAGT
CHLREDRAFT 19661 |PCKI dochoeHoMMUPYBaT- TTATGAACAACGCCCGCATCC
KapOOKCHMKMHAa3a GCTCAGTCACGCCCATCTCAGT
CHLREDRAFT 144475 | PPT1 dochar/dochoenoamnpy- | GTCAAGTCGTGGCAGCAGTT
BaT aHTUIIOPTEP GAAGAAGGGCGTCGTGGAG
CHLREDRAFT_82986 | RBCSI Mautas cyobenuHuIa CTGAAGCCCGCCGTCAAGG
Py6ucko AGAGGAGGCAGGTAGGAGAAGGT
CHLRE- RPL19 Pu6ocomuslii 6esiok L19 | TCGGTTCTGAACTGCGGTCTG
DRAFT_195590* CGGGCTGCTTACGGAAGATGA
CHLREDRAFT_94079 |SBE3 BetBsimii hepMeHT CCAACTGCGTCACCATCG
GCTTCATCACCTCAATCCACTT
CHLREDRAFT_140452 | STA1l 4-o-I'moxkanorpanchepaza | GCTCATCAAGGACGGACTGC
ACTGCCACCACGCCAACT
CHLREDRAFT _196431 | TAL2 TpaHcanbnonasa CCGCCTTTCCACCATTGT
GCTGTTGCTGTTCTTGCC
CHLREDRAFT 26265 |TPIC Tpuozodocharnzomepaza | ACGAGGTGGTGGCGAAGAAGACT
GGCGTCCAGAACCTTGAACACAGA
CHLREDRAFT_182319 | TPT2 Tpuosodocdar/dochar GCTCTGCAAAGGCACCAAGTTCAA
aHTUIIOPTED GCCCTTATCGGACTCGCCATCT
CHLREDRAFT_141319 | TRK1 TpaHckeTonasza CGACGCCATCAACAAGTCCAAGT
TCGTAGCCAGTCAGGTGCATCAT

HoOM (ha3e modasistim 0.5 MIT M30IIPOITaHOIIa, MHKYOM-
poBaiv B TedyeHre 10 MUH npyu KOMHATHOI TeMIiepa-
type. [1poby uentpudyruposanu (10 mun, 12500 g,
4°C). CynepHaTaHT yIalIsLIM, OCAIOK ITPOMBIBAJIN,
no6apnsist 1 M 75%-Horo sTaHoiIa, IepeMeIBaIi U
ueHTpudyruposanu (5 muH, 12500 g n 4°C). Ocagok
MOACYIINBAIN B IAaMUHAPE W PACTBOPSUIN B CTEPWIIb-
Hoit Bone. KadecTBo 1 KonmmuecTBO BbineiaeHHo PHK
MPOBEPSUIN CHEKTPOPOTOMETPUUECKU (CITEKTPOGOTO-
metp NanoDrop 1000, “Thermo Fisher Scientific”,
CIIA). ITpo6sl xpanuau ipu —80°C.

IToxyyenune Kk ITHK. Ilpermapar PHK ouummanu ot
JHK, ucnonns3yss obpaborky JIHKazoii (DNase I,
RNase-free, “Thermo Fisher Scientific”), corinacHo
UHCTpYKUUAM npousBoauteis. KIAHK cuHTE3npo-
BaJiu ¢ wucnooab3zoBaHueM Oligo(dT)-npaiimepa
(“burns”, Poccusi) u obpaTHOI TpaHCKPUMTA3bI
M-MuLV (“Thermo Fisher Scientific”) corimacHo
WHCTPYKUMSM TPOU3BOIUTENS C MPUMECHEHUEM WH-

MOIJIEKVJIAIPHAA BUOJIOTUA

ruoutopa PHKa3 (Thermo Scientific RiboLock RNase
Inhibitor, CIIIA). ITpo0sI xpanuau npu —80°C. Kaue-
ctBo KIHK orieHuBaiu 1o miMHe noaydYeHHbIX (ppar-
MEHTOB C MOMOIIIbIO 3JIeKTpodope3a B MOTUAKPUI-
aMUIHOM rejie.

JInzaitn mpaiimepoB u IIIIP B peanbHoM BpemeHH.
[IpaiimMepbl HOIOMPaI C MCIIOJIB30BAHUEM IIPOTPaM-
Mbl Beacon-Designer 8 (“Sigma Aldrich”, CIIA).
JlavHa ripaiiMepoB cocTaBiisiiia okoso 20 H. (TadJ. 1),
ummHa amriimkoHa 80—250 H., mpencKkaszaHHasT TeM-
nepatypa miasneHus 60°C, nons GC He 6omee 60%.
KauecTtBo npaiimepoB olieHruBaiIu ¢ moMolinsio TP
B peasibHOM BpemeHu (ITLIP-PB) ¢ mocaenyomum
aHaJIM30M KPUBBIX HAKOILJIEHUSI IPOAYKTOB peaKIIun
YW KPUBHIX IUIABJICHUS, a TaKXKe IJIMHBI CUHTE3UPO-
BaHHEIX ()parMEHTOB C MOMOIIBIO 3JIeKTpodope3a B
nonuakpuiamuagHom rene. INIHP-PB mposomwiu ¢
ucnons3oBaHueM SYBR Green I (“Cunron”, Poccust)
Ne 4
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Bpewms nocie nmocesa, CyTKU

Puc. 2. PocT KJIE€TOYHOI TUIOTHOCTH TEPUOIUYECKOMN
MuKcoTpodHoit KynbTypsl C. reinhardtii, i TOYKM oTOOpa
npo6 (IIyHKTUPHBIEC TUHUN), UHTepBaIbl — SD.

Ha amruindukarope CFX96 (“BioRad”) B cnemyio-
meM pexxnme: 95°C — 15 ¢, 60°C — 50 ¢, 45 UMKIIOB.

MaremaTnueckas o00padoTka. MHTEHCUBHOCTH
9KCIIPECCUU OMpPeNessii B TpeX OMOJOTUYECKUX U
TpeX aHATUTUYECKUX TIPOBTOPHOCTSAX. OCHOBBIBASICh
Ha oIyO/JIMKOBaHHbBIX JaHHBIX [ 10, 35, 36], B KauecTBe
reHa cpaBHeHUsI ucnojib3oBaiu reH CBLP (RACKI),
KOIMPYIOIIUI ITOJUIENTHI, CXOIHBINA ¢ B-cyOobenu-
Huneit G-6enka (G protein B subunit-like polypep-
tide) [37]. Beur mportecTupoBaH Takxke reH RPLI19,
CTaOMIBHOCTh DKCIIPECCUM KOTOPOTO ITOKa3aHa pa-
Hee [38]. OTHOCUTEbHBIN YPOBEHb 3KCIIPECCUU pac-
CUMTHLIBAIU 110 popmyiie 274C [39]. U3MeHeHHs OT-
HOCUTEIBHOIO YPOBHSI 3KCIPECCUU, pacCUMTaHHbIE
C UCITOJIb30BAHUEM yKa3aHHbBIX BBIIIIE TEHOB CpaBHE-
HUS, OBLIM CXOOHBIMU, IO3TOMY B paboTe MpUBeae-
HBI 3HAYEHUSI, PACCYUTAHHbBIE TOJBKO C UCIOJIb30Ba-
HueMm CBLP.

AHanu3 MPOBOIWUIIU C TOMOIIIBIO SI3bIKA MPOTrpaM-
muposanus R 3.3 [40]. OnHodakTOpHBIN TUCTIEPCH-
OHHBIIl aHAJIU3 — C NOMOUIbIO (YHKIIUU aov, mepe-
MEHHbIE MTPOBEPSUIM Ha HOPMAaJbHOCTb pacrpeneiie-
HUs ¢ nomoiibio Tecta Illanmupo—Yunka (byHKIUS
shapiro.test), a TOMOr€eHHOCTb AUCIIEPCUU — C TIOMO-
mpio Tecta Puurepa—Kwmrena (dynkuwmst flign-
er.test). Mepapxuyeckuili KjacTepHbIi aHAINU3 MPO-
BOIMJIM C ICTIOJIb30BaHMEM TakeTa pvclust [41]. B ka-
YeCTBE IMCTAHILIMH UCIIOJIb30BAIM BEIMUNHY: 1-7, TIIe
r — xoa(ppunueHT Koppenssuun [Mupcona. s Kiia-
cTepu3allMi MCIoJb30Bau MeToa Bapma. Knactepsl
BBIICJISJIM HA OCHOBE UX CTAaTUCTUYECKOM 3HAUMMOCTU
o 3HayeHuio AU p (approximately unbiased p-value)
[41]. Yucno kiacTepoB, XapaKTepU3YIOIIMX TMHAMUKY
9KCIPECCUM, BHIOpAHO HA OCHOBE aHaIM3a “rpaduka
JIOKTST” (Wr “KaMEeHMCTOM ochlnmu”, scree plot), yuum-
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TBIBAIOLLIETO 3aBUCUMOCTD TUCTAHLINI MEXIY KJIacTe-
paMM 1 YUCJIO KJIaCTepoB (arjoMepanuii).

Ananm3 MI'K BeITTIOJTHEH ¢ TTOMOIIBIO TTAaKeTa pca-
Methods [42]; (O)IIJIC-IA — maketa ropls [43];
MEBA — makera timecourse [44]. CBs3b IepeMeH-
HOIi CO BpeMEHEM OLIEHUBAJIY T10 3Ha4eHUIO0 T2 TecTa
XOTeJUIMHTA.

PE3VJIBTATBI MCCIIEJOBAHWA

H3zmenenue yposHs sxcnpeccuu 2eHos
6 npouecce pazeumMus Kyabmypol

I1po6sr C. reinhardtii otonpanu 4 pa3a B mpoliecce
pa3BUTUSI KYJIBTYphl: B Hayaje, cepearHe U KOHIIe
9KCIOHEeHIIUAIBLHOM (ha3bl, a TAKXKe B CTAllMOHAPHOM
daze (puc. 2). AHaau3 HaAKOIUIEHUSI TPaHCKPUIITOB
32 reHOB XJIAaMUJIOMOHA/Ibl, KOTOPbI€ KOAUPYIOT PSII
KJIIOUeBBIX (DEPMEHTOB MeTaboM3Ma U HECKOJIbKUX
TpaHCOOPTEepPOB MeTaboauToB (puc. 1, Tada. 1), BeI-
SIBUJI CYILIECTBEHHbIE M3MEHEHUSI YPOBHSI UX 3KC-
MPECCUU B XOJIe Pa3BUTHUS KYJIbTYpPhI, BbIpAIIIEHHO B
MUKCOTPO(dHBIX ycnoBusx (tadm. 2, 3). Ilociaemyio-
IIMI TUCIIEPCUOHHBIA aHaIU3 IT0Ka3ajl, YTO YPOBHU
aKcnpeccuu 22 n3 32 reHOB CTATUCTUYECKU 3HAYMMO
(p < 0.05) U3MeHSIMCh HA MPOBEPEHHBIX CTAOMSIX
pa3BUTUS KYJbTYpHI. JlaHHBIE alTOCTePUOPHOTO TeCTa
Trroku mpuBeneHEI B Ta0i. 3. CpaBHEHNE KYJILTYPhI
B KOHIIE SKCHOHEHIIUAJIbHOI (ha3bl (4-¢ CYyTKHM) U B
cTalMoHapHOi dase (6-e CyTKM) IToKa3auo, 4To U3-
MEHEeHUE YPOBHS 3KCITPECCUU TOJILKO OJJHOTO F'eHa —
HXT1, 6110 3HaunMbIM p< 0.05. [Tpu 3TOM cpaBHe-
HHUE, TPOBEJeHHOE Ha TMEepBbie U BTOpPbIE CYTKU, a
TakK>Xe Ha BTOpbIE U YeTBEPThIC, BRIIBUIO 15 1 16 Ta-
KUX T€HOB COOTBETCTBEHHO.

AHanuz memodom 21a8HbIX KOMNOHEHM

1t BBISIBJICHUSI pa3Inunii MeXIy KJIeTKaMU XJ1a-
MUJIOMOHAIbI Ha pa3HBIX 3TallaX pa3BUTUS KYJIbTYPHI,
HX 3aKOHOMEPHOCTEI ¥ MHTEPIIPEeTalluU UCIIOJIb30Ba-
JIM MyJILTUBapUAHTHBII aHanu3. Ha mepBoM aTarie ais
YCTAHOBJICHUSI CXOACTBa Ipoduieil TpaHCKPUIILIK B
pasHble BpPEMEHHBIC TOYKM MCHOJIb30BAIM METO,
MIK. Ha puc. 3 npeacraBieHbl TpapMKU MaTpULIbI
cuetoB nepBhiX Tpex 'K, Kotopnie o0bsIcHsIOT 45.7,
26.9 1 9.5% nucnepcum COOTBETCTBEHHO. BUIHO, 4TO
MPOOBbI TPYMITUPYIOTCSI B 3aBUCUMOCTU OT BpeMEHU
pa3Butus KyabTypbl (DBI = 0.29 njist yeTbipex KiacTe-
POB, COOTBETCTBYIOIIIMX BpEMEHHU, B IPOCTPAHCTBE
tpex I'K). BTo cBUAEeTEIbCTBYET O 3HAYUTEIbHOM CBSI-
31 Pa3BUTUS KYJIBTYphl XJIAMUIOMOHAIBI C TUHAMMU-
KOIl 3KCIIpecCUM TE€HOB, KOIUPYIOIIMNX (EepMEHTHI
LeHTpaJiIbHOro Metabojausma. MHTepecHo, 4To pas-
JIMYMS CTJIaXKUBAJIMCh I10 MEpe IPUOJIKEHMS K CTa-
nuoHapHo# ¢dasze. Kak BuagHO 13 rpadmnka MaTpUIIbI
CUYETOB, MPO(MUIN BKCIPECCUN PACTYLIUX KYJIbTYp
pa3IMYaloTCs MeXIy cO00M M OTIMYAIOTCS OT IIPO-
duIreil B cTallmoHapHO# da3e B IIPOCTPAHCTBE ITep-
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Boix 1ByX ['K (puc. 3a), a npodwniu KyJIbTyp IIpu 3a-
BepIIIEHUU pOCTa U B CTallMOHApHOI (hpa3e pasznuya-
10TCs cabo auib B mpoctpaHcTBe ['K3 (puc. 36).

Knaccugpurayus memodom I1JIC-JIA

IMockonmsky MeTonoM I'K mmokaszano, 94To TpoOET 00-
pa3yioT Tpu Kiactepa (puc. 3a), KOTOpPhIe COOTBETCTBY-
10T Havyany (1-e cyTkm), cepeauHe pocTa (2-¢ CyTKM), a
TakxXe Tepruoay, BKITIOYAIOIIeMy 3aBepllIeHUe POCTa
U cTauroHapHyio a3y (4—6 CyToK), TO pa3iudus

[TY3AHCKUWW u ap.

MEXIY 3TUMU TPYIIIaMKU aHAIM3MPOBAIN METOIOM
ITIJIC-JA. ITonydyenHnass Mmoaenb Bkiodaia ase I'K,
obbsacHsomune 46 u 27% nucnepcun (R2Y = 0.94,

Q%Y = 0.89). I'eHbl, ypOBEHb SKCIIPECCUU KOTOPBIX
HanboJee CBI3aH C pa3InIMSIMU KJIACCOB, OTOMPAITN

o BeJM4YMHaM Itapamerpa VIP, mpencraBieHHBIMU
Ha puc. 4 (ock abcuucc). 3HayeHus1 VIP y 60bIIMH-
CTBa IMpPOaHAJIM3UPOBAHHBIX T€HOB IMpeBbIIANU 1.
B9to rensl ACS 1,21 ACK2, xonupyolire hepMeHThI
accumunguuu aerara, CIS2u ACLAI — BXona ate-

Ta6muma 2. OTHOCUTETBLHBIN YPOBEHB 9KCITPECCUY TEHOB, KOMUPYIOIIUX (hepMEHTHI LIEHTPAJIbHOTO METab0IM3Ma 1 IJIaCTU/I-
HbIe TPAHCIIOPTEPHI, HA Pa3HBIX CTAIUSIX PAa3BUTHS MEPUOINIECKON MUKCOTpOodHOM KyabTyphl Chlamydomonas reinhardtii

OTHOCUTEIBbHBIN YPOBEHB 3KCIpPeCcCUn™, CyTKM nocJe rmocesa, =SD

Ten
1 2 4 6

ACLBI 4.07 £2.14 7.13 £0.67 7.41 = 1.91 4.49 + 1.32
OMTI 92.59 + 73.62 558.1 = 151.58 23.32 £ 25.69 66.83 £ 55.39
BCC1 5.99 + 1.01 10.26 £ 0.6 5.03+£2.6 4.47 £3.71
HXK1 0.17 £ 0.02 0.64 £ 0.16 0.12+0.02 0.03 = 0.01
AMYBI 13.74 £ 5.34 8.72+ 1.83 11.25 £ 1.22 17.51 + 4.61
SBE3 5.15+ 1.66 5.68 £0.57 5.93+ 1.04 7.37 £ 1.07
TRK1 92.39 + 12.57 3642+ 1.2 28.26 = 8.22 10.12 £ 2.67
ACS2 19.42 + 6.89 18.83 + 3.03 722122 7+ 1.68
ACK1 8.27 £ 3.69 5.03 £0.62 1.86 + 0.26 4.59 + 1.71
RBCS1 149667.8 &+ 40946.31 70174 £ 16065.76 |169352.67 = 108429.29 | 35939.86 + 17346.31
ACK?2 21.43 £+ 15.67 74.83 £ 8.74 7.02 £ 6.58 21.39 + 18.89
CHLREDRAFT 123419 3.79+2.3 9.77 + 1.73 0.62 +0.58 0.87 £0.18
LCI20 0.8 £0.15 0.91 £ 0.17 0.78 £ 0.18 0.5+ 0.18
TPIC 603.06 + 220.58 789.43 + 133.07 89.71 = 30.41 63.85 + 23.85
APE?2 21.22 £ 9.26 44.81 = 6.78 6.28 £3.73 8.04 + 3.04
FBA3 827.45 £ 50.95 726.25 £+ 53.77 563.91 £ 73.5 468.44 + 235.13
PCKI 220.01 £ 65.76 263.99 £ 8.27 53.01 £ 8.07 57.19 £ 27.85
MEX] 1.45+0.72 4.38+0.2 1.37 £ 0.18 1.94 + 1.32
TAL2 11.15 £ 4.04 4.38+£0.93 2.12£0.43 1.33 £ 0.28
CHLREDRAFT 195672 0.09 £0.03 0.04 £ 0.01 0.07 £ NA 0.06 0
CHLREDRAFT 184945 6.26 £ 2.1 18.26 = 4.15 5.88 £2.74 10.19 £ 4.14
STAII 7.92 +2.65 16.94 + 3.22 1.89 + 0.68 4.71 £ 3.08
CHLREDRAFT 137300 57.56 £ 6.61 39.47 + 7.54 10.75 £ 3.87 14.84 + 6.26
CHLREDRAFT 111372 0.37 £ 0.17 2.12 +£0.42 0.3+0.11 0.33 £0.09
CIS2 102.4 £ 23.58 65.82 + 3.85 34.82 £ 7.65 37.7 £10.25
AGAI 35.19 £ 60.14 0.38 +0.03 0.27 £ 0.11 0.27 £0.01
PPTI 5.09 £ 1.98 3.06 £ 0.07 2.67 £0.04 3.98 +1.27
HXT1 1.67 £ 0.66 1.82 = 0.28 2.47 £ 0.49 5.52 £ 1.27
ACS1 115.61 £5.3 90 + 14.08 27.54 £ 6.91 19.67 £ 11.55
TPT2 1.53 +£0.53 6.45 +4.46 1.72 = 0.68 1.27 £ 0.47
CHLREDRAFT 122970 7.21 £0.8 2.51 £0.71 2.79£0.93 233t 1.3
ACLAI 5.28 £2.16 31.72 £ 12.94 3.87 £3.57 5.56+3.8

*KonmuecTBo TpaHCKPUIITOB OTHOCUTEJIBHO TAaKOBOTO Jisl reHa cpaBHeHust CBL P, ymHoxeHHoe Ha 10000.
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TUIBHBIX TPYIIT B UK Kpebca, a Takke TeHBI hep-
MEHTOB, BOBJIeYeHHBIX B IynKkoau3 u [1®I1: TRK],
TAL2, PCKI, TPIC, HXKI, TPIC, CHLRE-
DRAFT 111372, u reHbl TaKuX (DEPMEHTOB MeTa00-
JM3Ma  Kpaxmajia, Kak ¢docdopmiaza Kpaxmaiaa
(PHOB) — CHLREDRAFT 137300, o.,0-Tperajiaza —
CHLREDRAFT 195672, a Takxe 4-0O-IJIIOKaH-
TpaHcdepasza — STAII. YcraHoBJIeHa BbIpaxkeHHast

569

cBsi3b reHa CHLREDRAFT 122970 co cmeHoil a3
pocTa. DTOT TeH KOoAUupyeT OMOTMHKApOOKCHUIazy —
nomeH ACC, BKIIIovarwlleil alleTUJIbHbIE TPYIIbI B
ey XXUPHBIX K1clioT. KpoMe Toro, BEICOKME 3HaUE-

Husg VIP oTMedyeHBI I T€HOB TpeX IJIACTUIHBIX
TpaHcniopTepoB: OMTI, APE2, MEX]I.

B npenbioyiieit Monaenu TpaHCKPUIIIMOHHBIE
MpOoGWIIN KYILTYp Ha 4-¢ 1 6-€ CYTKU pa3BUTHUS ObLIN

Ta6mma 3. CraTuCTUYeCKUi aHaTM3 U3MEHEHWI YPOBHS SKCIIPECCUN TEHOB, KOIUPYIOMNX (hepMEHTHI IIEHTPAIBHOTO
MeTaboJi3Ma U TUIACTUIIHBIE TPAHCIIOPTEPbI, B IPOLIECCEe Pa3BUTUSI MEPUOANYECKON MUKCOTPO(HOI KyJIbTypbl
Chlamydomonas reinhardtii

o - ANOVA | FoR® Tect Trloku

SHAYCHUE p 2- ]k 4-1 6-1 4-2 6-2 6-4
ACLBI 7.1 0.0701 0.091 |0.171 0.128 0.988 0.996 0.263 0.198
OMTI1 268.9 0.000259 | 0.0008 | 0.00099 | 0.782 0.984 0.0004 | 0.00069 | 0.931
BCC1 60.4 | 0.0589 0.082 |0.193 0.955 0.855 0.0959 | 0.0637 0.991
HXKI 290.4 | 0.0000641 | 0.0007 | 0.00041 | 0.907 0.26 0.0002 | 7.10E-05| 0.562
AMYBI 9.8 0.0901 0.107 ]0.401 0.841 0.615 0.837 0.0753 0.239
SBE3 3.4 0.188 0.195 ]0.94 0.84 0.164 0.993 0.343 0.465
TRK1 110.1 6.03E-06 | 0.0002 | 8.90E-05| 3.30E-05| 5.00E-06| 0.584 0.0126 0.0764
ACS2 54 | 0.0061 0.0103 | 0.998 0.0241 0.0221 0.0309 | 0.0283 1
ACK1 42.6 0.0326 0.0496 | 0.291 0.0216 0.205 0.306 0.993 0.421
RBCS1 25.8 0.0711 0.091 |0.408 0.976 0.164 0.246 0.891 0.093
ACK2 246.2 | 0.00124 0.0028 | 0.00544 | 0.58 1 0.0012 | 0.00542 | 0.582
CHLREDRAFT 123419 | 210.3 0.000198 | 0.0008 | 0.00471 | 0.109 0.147 0.0003 | 0.00034 | 0.996
LCI20 10.1 0.0825 0.102 | 0.862 0.997 0.203 0.769 0.0685 0.261
TPIC 348.5 0.000248 | 0.0008 | 0.36 0.00572 | 0.00425 | 0.0008 | 0.00061 | 0.995
APE?2 78.6 0.000219 | 0.0008 | 0.00719 | 0.0722 0.117 0.0003 | 0.00041 | 0.985
FBA3 11.1 0.0357 0.052 |0.773 0.133 0.0369 0.457 0.143 0.801
PCK1 189.5 0.000146 | 0.0008 | 0.486 0.00214 | 0.00251 | 0.0005 | 0.00051 | 0.999
MEXI 54.5 0.00388 0.0069 | 0.00662 | 0.999 0.86 0.0056 | 0.0184 0.798
TAL2 122.5 0.00161 0.0032 | 0.0173 | 0.00321 | 0.00188 | 0.571 0.342 0.965
CHLREDRAFT 195672 18.2 0.126 0.139 ]0.1 0.881 0.438 0.551 0.729 0.948
CHLREDRAFT 184945 33.9 0.00702 0.0112 | 0.0109 | 0.999 0.524 0.0091 | 0.0761 0.453
STAII 198 0.000562 | 0.0016 | 0.0123 | 0.0854 0.479 0.0005 | 0.00196 | 0.576
CHLREDRAFT 137300 | 109.4 | 0.0000467 | 0.0007 | 0.0303 | 7.20E-05| 0.00014 | 0.0021 | 0.00554 | 0.85
CHLREDRAFT 111372 217 0.000126 | 0.0008 | 0.00028 | 0.989 0.999 0.0002 | 0.00051 | 0.999
CIS2 32.1 0.00119 0.0028 | 0.0387 | 0.00147 | 0.00191 | 0.0491 | 0.0734 0.989
AGAI 12.5 0.506 0.506 |0.577 0.651 0.574 1 1 1
PPT1 4.3 0.132 0.141 0.229 0.13 0.672 0.975 0.775 0.548
HXTI 43.6 0.000874 | 0.0023 | 0.995 0.601 0.00125 | 0.734 0.00163 | 0.0055
ACS1 151.7 0.000191 | 0.0008 | 0.152 0.00088 | 0.00033 | 0.0034 | 0.001 0.863
TPT2 59.9 0.101 0.115 0.148 1 0.999 0.232 0.125 0.997
CHLREDRAFT 122970 19.6 0.00129 0.0028 | 0.00243 | 0.00652 | 0.00194 | 0.988 0.995 0.95
ACLAI 164.8 0.00341 0.0064 | 0.00772 | 0.994 1 0.0057 | 0.00821 | 0.991

* 3HaueHus1 p < 0.05 — BbiAeIeHBI TTOJYXKUPHBIM YepHbIM, 0.05 < p < 0.1 — TeMHO-cepbIM, p > 0.1 — CBETJI0-CEpPhIM.
** FDR — False Discovery Rate.
** Yycma — CyTKM MOCJie nocesa.
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Puc. 3. I'pahuku MaTpUIIbl CYETOB, TIOJIYYEHHBIE B XOJIe aHAJIM3a METOIOM TJIABHBIX KOMITOHEHT Tpoduiieit SKCIpeccuu re-
HOB, KOAUPYIOLIUX (hepMEHTHI IEPBUYHOIO MeTaboIM3Ma U TJIACTUIHbIE TPAHCIIOPTEPhI, Ha Pa3HbIX BDEMEHHBIX 3Tarnax pas3-
BUTHSI IEPUOANYECKOM MUKCOTpodHOI KyabTyphl C. reinhardtii mocne nocesa. a — B mpoctpanctBe 'K1 u 'K2; 6 — B mpo-

crpanctBe 'K1 1 I'K3.

00BbeIMHEHBI B OJWH KJIACC, OTHAKO MO TaHHBIM, I10-
JydeHHbIM MetogoM MI'K, Mexny HUMU BCe-TakKu
HaOMmomanuch ciaadblie paznuuus (puc. 36), IIO3TOMY
X pacCMaTpUBaIY OTAEIbHO. Pasznuuus TpaHCKpUII-
LUOHHBIX TTpoUIIeii KYJIbTYpP, HAXOMSIINXCSI B KOH-
11e ¢a3bl IKCIMOHEHIIMATbHOTIO pocTa (4-€ CyTKM) U B
cTauMoHapHOil dase (6-¢ CyTKH), aHAIU3UPOBAIU
metogom OITJIC-IA. IlpennkTrBHasA KOMITOHEHTA
OIMMCHIBaJIa TOJNbKO 34% nucniepcnu. Takum obpa-
30M, OMCIIEPCHUs, CBSI3aHHAsI CO BpEMEHEM, OKa3a-
Jlach CpaBHUTEJIbLHO HeboJibioii. Ha puc. 4 (och op-
IWHAT) IIpeacTaBlieHbl 3HaueHus VIP nmpennkruBHOM
KOMITOHEHTHI. TOJIBKO OKOJIO TPEeTU T€HOB HMEJU
sHaueHus VIP 6onee 1. Cpenu Hux tpu reHa — HXT 1,
PPT1, LCI20, xonupyloT TUIaCTUAHBIE TPaHCIIOPTE-
pul. CBSI3b CO CTapeHUEM KYJIbTYPhI XapaKTepHa TaK-
Ke ISl TEHOB, KOAUPYIOIIUX (hepMEHTHI, BOBJICUEH -
HBIe B (DMKCAIMIO yIIepoaa U MeTaboJIM3M CcaXxapoB:
RBCS1, HXKI, TRK1, TALZ2; meTabomm3M Kpaxmaya —
SBE3, AMYBI, STAII, n cuHTe3 XUPHBIX KHUCJIOT
(CHLREDRAFT 184945, Konupylomuii O.-CyObea-
HULY KapOOKCcUITpaHChepashl).

CXONCTBO W pa3iuyusl B AUHAMUKE TPAaHCKPUII-
ILIMOHHOTO MPOMUJIIS HA TIPOTSIKEHUN POCTa KYJIbTY-
pBI, TIepexo/ia B CTallMOHapHYIO a3y 1 B CTallMOHAP-
HoI1 (ha3e aHAIU3MPOBAJIM, CpaBHUBAasI 3HaUYeHUs VIP
reHoB nepBoii u BTopoit momeneit ITJNIC-JA. Kak
BUIHO U3 pucC. 4, Ha KOTOPOM TIPEICTaBIC€HO paccesi-
HHME TeHOB B mpocTpaHcTBe ux VIP, B onmmcaHHBIX
JIBYX MOZEJSIX He HaOI01aeTCsl HUKAaKO# 3aBUCUMO-
CTU, YTO O3HAYAET MPAKTUYECKU MTOJTHOE OTCYTCTBUE
CBSI3U MEXIY AMHAMUKOM YPOBHSI TPAHCKPUITLIUY Te-
HOB B CTallMOHApHOI a3e u B Xo/1e pocTa KyJbTYpHhl.

MOIJIEKVJIAIPHAA BUOJIOTUA

Myavmusapuaummuuwiii smnupuueckuil baiiecosckuii
ananus (MEBA) dunamuku ypoeHs sKxcnpeccuu 2eH08
8 npouyecce pazeumus KyAbmypol

Oco6enHocTeio MEBA, ogHoro u3 3¢ ¢heKTUBHBIX
METOJIOB aHaIM3a AMHAMMKU OOJBIIOrO KOJIMYeCTBa
MPU3HAKOB BO BPEMEHU, SIBJISIETCS Y4eT KOBapHualluu
MepEeMEeHHbBIX Y HECKOJIBKUX VCCIIEMyeMbIX OOBbEKTOB (B
HaIlleM CJTy4ae 3TO TPU He3aBUCHMBbIE KYJIbTYPHI XJIa-
MUJIOMOHAAbI). DTO MO3BOJISIET HUBEJIMPOBATh Pa3In-
YUSI MEXIY KYJIbTYpaMU U TOYHEE OITPEAe/INTh BIIMSTHHAE
BpeMEHU Ha aHaJu3upyeMble HepeMeHHbie. CBs3b
IIPU3HAKA CO BPEMEHEM OLCHUBAIM IO BeIWYMHE T2
cTaTUCTUKU XoTesutmHra [45, 46]. Ha puc. 5 npeacras-
JIeHa guarpamMa 3HadeHui T2, MoXHO BUIETH, 4TO
HauoOoJIbIINEe 3HAYeHUA T2 ToKa3bIBatoT reHsl 7PIC,
CHLREDRAFT 111372, HXKI, OMTI, ACK2,
CHLREDRAFT 123419, STA11, ACLAI n ACS1.

,ZZLIHCZML{KCI JKcnpeccuu eeHoe

st onpenesieHnss 3aKOHOMEPHOCTE TMHAMUKU
MHTCHCUBHOCTU 3KCIIPECCUM T€HOB U BBISBJICHUS
KOPETYJIMPYEMbIX I'PYIII TeHOB IIPOBEICH KOPPEs-
LUMOHHBIN aHaJM3 C IOCIeOyIOLIE nepapxmuyecKoi
KJlacTepusanueil ¢ UCIoJIb30BaHUEM B KaueCTBE M-
craHuuM KoadumueHra [1upcona. s onpeneie-
HMSI CTaTUCTUYECKOM 3HAYMMOCTH BBIASICHUS KJla-
CTEPOB B KauyeCcTBe KpUTEPHUs IIpUMEHEHA BeJIMUYMHA
AU p, BpIumnciIsieMass Ha OCHOBE MHOTOMACIIITAaOHOM
nepeBrIOOpKM OyTcTpanoMm (multiscale bootstrap res-
ampling) [41]. Ha ocHoBe aHanu3a rpaduka JOKTS
(puc. 6a) U OLEHKMU CTATUCTUUECKOM 3HAYMMOCTH
KJIacTepoB (puc. 60) BBIACIACHBI LIECTh KIACTEPOB C
Ne 4
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Puc. 4. PaccestHue reHOB B IpocTpaHcTBe 3HaueHui VIP ypoBHeit akcnipeccnu no pesynbratam (O)[TJ1C-JA-MonenrpoBaHUs
JMUHAMMKU MPOMUIIST SKCIPECCUUM TEHOB, KOMUPYIOIINX (hepMEHThI IEPBUYHOTO METa001M3Ma 1 TUIACTUIHBIE TPAHCITOPTEPHI,
B IIpo1iecce pa3BUTHUSI MUKCOTpodHOM KyabTyphl C. reinhardtii. T1o ocu abcuuce — VIP ITJIC-JA-monenu ¢ nymst 'K u tpemst
KJ1accaMM: Hauyaso pocra (1-e cyTku), cepenrHa pocta (2-e CyTKW) U Mepro, BKIIOYAIOLINi 3aBepIllieHUe pOCTa U CTallMOHap-
HyI0 a3y (4-e u 6-¢ cytku). [To ocu opauHar — VIP npeauktuBHoit KomnoHeHThl Moneau OITJIC-JIA, BkiIoyalolieil nBa
KJ1acca: 3aBeplieHue pocTa (4-e CyTKM) U ctaliMoHapHas ¢asa (6-e CyTKu).
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Puc. 5. 3nauenns T2 XoTe/umHra 1o pesynbratram M EBA nuHaMyKu ypoBHS SKCITPECCUY T€HOB, KOMUPYIOMINX (hePMEHTHI TIEpBUY-
HOTO MeTaboJIM3Ma U TUIACTUIHbIE TPAHCTIOPTEPHI, B XOIE Pa3BUTHS NIEPUOINIECKOM MUKCOTpOodHOM KynbTyphl C. reinhardtii.

XapaKTEepHBIMU MaTTepHAMU JUHAMUKU SKCIIPECCUU
IreHOB MHTepeca (puc. 60, 6).

I'ensl rpyninet 1w 111 oinyano cHuzKeHMe ypOBHS
9KCIIPECCUU B Tpoliecce cTapeHust KyabTyphl. [lep-
BbIiA MATTEPH OTJIMYAJICS TEM, UTO B MEPUOJ DKCIIO-

HEHIMAJILHOTO POCTa HAKOIUJICHWE IIPOAYKTa TpaH-
CKPUITLIMU OCTaBaJIOCh HA OTHOCUTEILHO BBICOKOM
YPOBHE, XOTS MOTJIO YMEPEHHO cHUXKathcs. [1pu 3a-
BEpIIEHUM POCTa IKCIIPECCHUS TeHOB JaHHOM I'PYIIIIbI
pe3Ko Trajgajia M cTtabuiamsupoBaiach. Takas muHa-
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Puc. 6. Uepapxuueckas kinacrepusamus MetonomM Bapna reHOB (hepMeHTOB IepBUYHOTO MeTa0O0IM3Ma U TUIACTUIHBIX TPAHC-
noprepoB C. reinhardtii. B xauecTBe AUCTAaHLIMI HUCTOJBb30BAIU KOIGDGDUIIMEHT KOPPEJISILIMU CPEAHUX 3HAYEHU I UX DKCIIpec-
CHUU, UBMEPEHHBIX B IPOLIECCE Pa3BUTHSI MUKCOTPO(MHOM KyJIBTYpHhI. @ — ['paduK JIOKTSI, UJUTIOCTPUPYIOLINIA 3aBUCUMOCTb I~
CTaHIIMI MEeXITy OObeTMHSIEMBIMU KJIACTEpaMU Y YKCJIOM arjioMepalunii (1 YMcjIoM KJIACTePOB), MyHKTUPHBIE TUHUU COOTBET-
CTBYIOT BBIOpaHHOMY YHCIY KJIacTepoB M oOpe3Ke BBICOTHI lepeBa. 6 — JeHaporpaMma C BbIIEJIEHBIMU CTAaTUCTUYECKU
3HauuMbIMu Kiactepamu (AU p < 0.05). 6 — 'paduku ctanaaptusrpoBaHHbIX 3HaueHuii (SD = 1, M = 0) ypoBHeii akcnpec-
cuu reHoB (abciucca), O0beMMHEHHBIX IO TTATTepHAM TUHAMUWKM, OPAMHATHI — CYTKH TTOCJIe TT0CeBa.
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MUKa HaKOILJIEHUsI TPAHCKPUIITOB B MPOILIECCE POCTa
KyJbTyphl Tipucyiia reHam: PCKI, TPIC, ACS1,2,
CIS2, FBA3, CHLREDRAFT 137300.

[ TeHOB TPEeThEeTO KJIacTepa XapaKTepHO pe3-
KO€ CHIDKEHME DKCIIPECCUU YK€ B CepenrHe IKCIIO-
HEHLIMAJIbHOTO POCTa, MOCJE YEro YpoBeHb IKCIIpec-
CHMH OCTaBaJICSI OTHOCUTEJIBHO CTaOMIBbHBEIM (7AL2,
CHLREDRAFT 122970), mponojKal CHUXaTbCs
(TRK1) unu Habmogancst ymepeHHbIit poct (ACKT).

Takum oGpa3om, TeHIEHIMs K CHIKEHMIO 3KC-
MIpecCcuyr CO BpeMeHeM HabJroganach y reHOB, KOAU-
pytoiux ¢bepMeHTbl ACCUMUWJISILIMY alleTaTa: alleTUI-
KoA-cunrazy u miactunHyio aneratkmHasy ACKI.
DKcnpeccust TeHoB, Koaupyomux ¢depMmeHThl TTDT]T
U 1ukia KajabBruHa — TpaHcaabaoa3bl, TPAHCKETO-
JIa3bl, TAKXKE CHIZKAETCS C BO3PACTOM KYJIBTYPHL. DTa
Ke TeHIEHIIMS TToKa3aHa IJIsI TeHOB (dochoeHoaTT -
pYBaTKapOOKCUKMHA3bl, TpHUo3odochaTuzoMepasbl
n GpykTo30-1,6-6uchocdaranbaoiasel, BOBIEUYEH-
HBIX B ITTMKOJINU3 U IIIOKOHeoreHe3. CXOmHYIO KapTh-
HY MOXHO HaOJItoaTh U JJisl TEHOB HEKOTOPBIX (hep-
MEHTOB, YYAaCTBYIOIIMX B ITOCTYIUIEHUM alleTHJILHBIX
rpynn B ki KpebGca, TakmMx Kak IIMTPAaTCUHTA3a.
Takum obGpa3oM, B Ipoliecce pocTa KyJbTYphl MPo-
WCXOOUT CHMKEHHE aKTUBHOCTU T€HOB, KOIUPYIO-
X (pepMEHTHl OCHOBHBIX DHEPreTUYECKUX U TLIa-
CTUYECKUX IyTeil KieTKU. [1pr 3ToM OBICTPO CHUXKA-
€TCsI aKTUBHOCTh reHa (ocdopmiia3bl Kpaxmania.

Bropas rpyrmma 6am3ka k rpyrme 111 n o6pasyer ¢
Helt 6obloit Kinactep (puc. 66). I'pynma 11 Bxiroua-
eTreHbl RBCSIu CHLREDRAFT 195672. AluHamu-
Ka 9KCIIPECCUM ITUX TeHOB HE KOPPEIUPYET C YBEIU-
yeHMEM Bo3pacTa KyJabTyphl (puc. 66). Kpome Toro,
10 JaHHBIM AUCIIEPCMOHHOIO aHajn3a 3TU U3MEHe-
HUSI HE MMEIOT CTaTUCTUYECKOM 3HAUMMOCTH, 1 CO-
rmacHo MEBA nMeroT oTHOCUTEIbHO HU3KKE 3Have-
Hus T2,

YCTONYMBBINM POCT 3KCOPECCUM C YBEIUYEHUEM
BO3pacTa KyJIbTypbl 3aperucTpUpOBaH JUIb Y He-
OosbiIoro uyucia reHoB (kiaacrep 1V) — ato HXTI,
AMYBI v SBE3. Bce Tpu reHa cBsI3aHbI C META00INU3-
MOM T'eKCO03, TEM HE MeHee, eCJIv (l-aMuJsia3a sIBJsieT-
Ccs ONIHUM U3 KIIOYEBbIX (PEPMEHTOB Jerpanaiiu
Kpaxmajia, To SBE3, HapoTUB, OTBEYAET 3a €ro CUH-
te3. Jlump B ciyyae HXT1 3Ha4MMOCTbh U3MEHEHUS
5KCIPECCUU MOATBEPKAAETCS TUCTIEPCUOHHBIM aHa-
JuzoM (p = 0.0009). B ciayuyae reHa AMYBI MOXHO
o6CcyXIaTh IUIIb Hamnuue TeHaeHunu (p = 0.09).

I'pyrmmer V n VI 6611 611M3KHM 11 00pa30BLIBAJIM BME-
cTe OosbllIoi KitacTep. I'pynma V BKIioyaeT JUlllb OIUH
reH — ACLBI, sKkcripeccusi KOTOPOro BO3pacTacT Ha
BTOpBIE CYTKH POCTA, MOIACPKUBACTCS HA 9TOM YPOBHE
MPOJIOJIKUTEILHOE BPEMST M CHUXKAETCS B 3HAUUTEJIBHO
Gollee TO3MHEN cTalMoOHAapHON (ase. B sToM ciydae
CTaTUCTUYECKAs 3HAUMMOCTb UBMEHEHUI OTHOCUTETb-
Ho HeBbIcoKa (p = 0.07). bosbliryto 4acTh uccaeqoBaH-
HbIX TeHOB (OMTI, MEXI, CHLREDRAFT 184945,
STAI1l, CHLREDRAFT 123419, APE2, HXKI, ACK2,
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CHLREDRAFT 111372, ACLAI, BCCI, TPT2)
MOXHO OTHECTHU K IIeCTOMY IMaTTEePHY — POCTY KC-
MpPEeCCUM B TMEPBOI MOJOBUHE IKCIMOHEHIIUATBHOIO
pocTa ¢ MOCIEeIYIONNM CHIDKEHUEM TIpU TIepeXoe B
ctanlmoHapHyIo ¢a3zy. [1o JTaHHBIM TUCTIEPCUOHHOTO
aHajM3a U3MEHEHUE BKCIIPEeCCUU ABYX IOCIETHUX
reHoB (BCCI u TPT2) cratuctuiyecku cjiado 3HaAYU-
Mo (0.05 < p<0.1).

OBCYXIEHMWE PE3VJIBTATOB

XnaMuaoMoHaaa obJ1agaeT CIIoCOOHOCThIO yCBau-
BaTh DK30TCHHBIN alleTaT KaK JIONOJHUTCILHBINA HC-
TOYHUK YIVIEPOIA IIPU MUKCOTPO(PHOM TUTIC TUTAHMSI.
3a nocienHue 2 roaa OMmyoJIMKOBaHbI pe3yJIbTaThl IBYX
MacIITaOHBIX TPAHCKPUIITOMHBIX UCCICIOBAaHWI1, Ha-
LeJICHHBIX Ha U3yYeHNE N3MEHEHMIA, IIPOUCXOISIINX B
KJIETKAX XJJAMUAOMOHAIbI TP MUKCOTPO(GHOM BbIpa-
mmBaHuM [47, 48]. B 6a3e manabix KEGG mipencras-
JeHo 113 6MOoJIOTMYECKMX MTPOIIECCOB, B KOTOPHBIE BO-
BJieueHO 3145 reHoB. B aTHUX CTaThsIX pacCMOTPEHBI
tomn-10 myteit u Torn-100 reHOB, U3MEHEHUE KOTOPBIX
COOTBETCTBOBAJI0O WM3MEHEHHMIO XapaKTepa pocTa
KYJBTYpbl XJIAMUIOMOHAAbI (HAa TBEPAON WJIN XKUMI-
KOIi cpelle, Ha CBETY WIM B TEMHOTE, B IIPUCYTCTBUU
aleTaTa B pa3IMIHOM KoHIeHTpauuu). IIpencraBie-
HbI JAHHBIE O PA3JIMUMSIX B 9KCIIPECCUU TCHOB B XO/€E
SKCIIOHEHIIUAJILHOM U CTalMOHapHOM (ha3bl pocTa
KynbTyphl. [1pu BeIpalilMBaHUM XJIaMUIOMOHAIBI IIPU
MUHUMaJILHOM COJIep>XKaHUM alleTarta 1 B XKUIKOI cpe-
e (4TO MAaKCUMAaJIbHO COOTBETCTBYET YCJIOBUSIM Ha-
IIIETO AKCIIEPUMEHTA) IIPOMCXOAUT HAKOIUICHHE TPaH-
CKPUIITOB IeHOB OeJIKOB (POTOCHHTE3a U IEeJICHUS Ha
aTaIrle 3KCIIOHEHIIMAJILHOTO POCTa, a B MOCJICAYIOLICHA
CTallMOHApHOI (ha3ze — OeIKOB KaTabonm3Ma 1 Aerpa-
Jallii aMUHOKMCJIOT, CBSI3aHHBIX CO CTPECCOM, Iarie-
poHoB u ap. IIpencrasiaeHHBIe JaHHEBIE, TEM HE MEHee,
HEe OTBETWIM Ha OIVH M3 BaXKHEMIIINX BOIIPOCOB — 3a
CUEeT KaKMX MeTaboJMYecKuX MyTei, MpU y4acTUu
KakuX (pepMEHTOB IIPOMCXOIUT BKIIIOUCHNE alleTaTa
B MeTabom3M? Kakum o0pa3zoM MeHSIETCST SKCIIpec-
CHSI TEHOB, KOTVPYIOIINX 3TU (PePMEHTHI, 0COOEHHO
B (pa3y 3KCNMOHEHLIMAIbHOT'O POCTa, KOraa MeTaboIr-
3ausI IPeaCTaBIsIeTCSI HanboJjiee MHTEHCUBHOM?

Haiire vcciaenoBaHue cTaBUIO CBOEH 1IEbIO BbI-
SIBUTH Pa3IM4Ms B 9KCIIPECCUU T€HOB, KOOUPYIOIINX
pSII KITIOYEBBIX (pepMEHTOB MeTabOIM3Ma M TpaHC-
nmopTa MeTabOJUTOB B XOJE Pa3BUTHUSI MEepUOAUYE-
CKOM KYJIBTYPhl XJIAMUAOMOHAIEI B MUKCOTPOMHEIX
ycaoBusix (ta6n. 1-3, puc. 1). Ilo maHHBIM 0a3bl
KEGG nuiib okoso 250 reHoB XJTaMUIOMOHAbI KO-
IUPYIOT (bepPMEHTHI IEBATU OCHOBHBIX OMOXMMMYE-
CKUX ITyTeH LIEHTPaJIbHOTO YIJIEPOTHOIO METaA0O0IN3-
Ma. Ha ocHOBaHUM MPOBEIEHHOTO HAMU METaboJIOM-
HoOro aHanm3a [21] 1 paHee onyOIMKOBAaHHBIX TaHHBIX
[21] MOXHO O0XXMIATh, UTO IIPUCYTCTBUE arleTaTa 3aTpa-
rMBaeT, B MEPBYIO o4epelb, IMyTU €ro aCCUMUJISILIVH,
ki Kpebca, cMHTE3 >KMPHBIX KUCIOT U (PUKCALIUIO
yriepona. [Tostomy ObUIM BEIOpaHBI KiTIOUYeBBIE ep-
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MEHTBI 3TUX TyTeli U HaWIAeHbl TeHbI, UX KOAUPYIO-
mue. HamMu npoaHanu3upoBaHa 3Kcrpeccust 32 re-
HOB, CIIUCOK KOTOPBIX MpUBeJAeH B Tabj. 1, ¢ ykaza-
HHEM MX TPOJAYKTOB, a TakXe MpaiMepoB K HUM.
CHuxeHme pasmepHocTy ¢ momonibio MI'K (puc. 3)
BBISIBUJIA PA3IUUMs B IPOPUIISIX SKCITPECCUU TEHOB B
KJIETKaX XJJaMUJIOMOHA/Ibl Ha Pa3HbIX CTaIUSIX PA3BU-
TUS KYJIbTYPbI, XapaKTEPU3YIOIIUXCI HEOAWHAKO-
BBIM YPOBHEM mpojudepaliui 1 MTHTEHCUBHOCTU OC-
HOBHBIX (DU3UO0IOTUYECKUX MTpolieccoB. B mpocTpaH-
crBe 1epBbix AByx 'K, omuceiBaromnmx okoyno 70%
aucrepcur, npodwin 3KcIpeccuu (GopMupoBain
TPM TPYIIIbI, COOTBETCTBYIOIIME HAYaTy SKCIOHEH-
HUaJIbHOM (hba3kl, ee cepenHe, a TakKKe IPyIITy, 00b-
eIUHSIIONLYIO 3aBepllieHre 9KCIOHEHIIMAJIbHOIO PO-
CTa 1 cTallmoHapHyo a3y (puc. 3a). Pazmmuns atux
TpeX IepUOIOB cBs13aHbl npexie Bcero ¢ I'K1 (46%),
YTO MOXET YKa3blBaTh Ha CYIIIECTBEHHOE CXOACTBO
MPOIIECCOB, MPOTEKAIOIINX B TeYEHHUE BCETO pa3BU-
TUS KyAbTypHhl. ClleayeT OTMETUTh CBOeOOpa3ue mpo-
¢wIst 3KCIpeccuu B Havyajle 3KCIOHEHIIMaIbHOM (ha-
3bl, OTpaxatoliee, No-BUAMMOMY, U3BMEHEHHE COCTO-
SIHWS KJIETOK IMPU BbIXOJE U3 Jar-dasbl U Mepexos K
nposaundepanmnu.

IMomuepkHeM, 4TO cTeNeHb BapradeTbHOCTH MPO-
duneit skcnpeccun cCHUXaercss co BpemeHeM. OO0
9TOM CBUIIETEILCTBYIOT PE3YJIbTAThl, MOJYYEHHbIE C
noMoitpio kak MI'K (puc. 3), Tak u tecta Thloku,
MOKa3aBIIWe, YTO YPOBHU BKCIPECCUU OOJbIIOTO
Yyucja TEHOB CTaTUCTUYECKW 3HAYUMO MEHSIOTCS
MMeHHO B (aze pocta. CxogHble TEHACHIIMN HAOJII0-
JlaJIu ¥ paHee MpU aHaIM3e IMHAMUKW TpoduIs Me-
TabOJIMTOB B MpOlieCCe Pa3BUTUS MUKCOTPO(HOI
KYJIBTYphl XJdamuaoMoHaabl [21]. Takum obpazom,
MOJIEKYJIIPHO-TEHETUYECKU I CTaTyC KJIETOK Hanbo-
Jiee TMHAMWYHO MEHSIeTCS MMEHHO B XOJlle¢ IKCIO-
HEHIMAJIBbHOTO POCTa U CTAOMIU3UPYETCS TIOCHIE ero
3aBeplIeHUsI. DTO MOXET OBbITh CBSI3aHO KaK C U3Me-
HEHMEM DK30T€HHBIX YCIOBUM, TTapaMeTpbl KOTOPBIX
(HampuMep, COCTaB Cpelbl) CTaOMJIM3UPYIOTCS CO
BpeMeHeM, TaK U C (pU3UOJTOTMIECKUM COCTOSIHMEM
caMUX KJIETOK, HalpuMep, B pe3yJbTaTe OCTAHOBKU
npoardepanuu. AHanu3 meronamu MEBA u TTJIC-
JA mokasaj, 4YTo ¢ pa3BUTHMEM KYJbTYpbl CBSI3aHBbI,
MpexJe BCEero, reHbl (pepMEHTOB IHEPreTUUYECKOTO
MeTaboJIM3Ma: aCCUMMIISILMM alleTaTta, Hukia Kpeo-
ca, rnukonusa u I[PIT (puc. 4, 5). Co crapeHuem
KYJIbTYPbI aCCOLIMMPOBAaHbI T€HbI, KOAUPYIOIIIME TJ1a-
CTUIHbBIE TPAHCTIOPTEPHI U (PEPMEHTHI MeTabOIU3Ma
Kpaxmalia M yrjieBofaoB (puc. 4).

Hamu BBISIBJIGHBI IIIECTh TPYIIIT T€HOB, IMHAMUKA
HAKOIUIEHUS TPAHCKPUIITOB KOTOPKIX pa3andaceTcs B
XOJIe pa3BUTHUS KYJIBTYpHI (puc. 6, 7). AuddepeHmnu-
aJibHasi aKTUBHOCTb I'eHOB J0JI>KHA OBITh CBSI3aHAa C UX
pOJIBbIO B 00ECIIEYEeHNH KIIETKU 3Heprueit u Mmerabo-
JIMTaMM Ha pa3HbIX 3TaIlax pocTa KyabTyphl (puc. 1, 2).
ITokazarenbHO, UYTO XapakTep BKCIIPEeCCUU TEeHOB
Kjacrtepa | cxoleH ¢ ImaTTepHOM U3MEHEHMUSs JbIXa-
HUg 1 porocuHTe3a [21]. [1pu 3TOM CHIZKEHE YPOB-

MOIJIEKVJIAIPHAA BUOJIOTUA

[TY3AHCKUWW u ap.

HSl IbIXxaHUs U (DOTOCHMHTE3a BO BTOPOW IOJIOBUHE
¢a3bl pocTa COOTBETCTBYET CHUXKEHUIO 3KCIIPECCUU
reHoB kJtactepoB III u VI. Takum obGpazom, perysi-
1IMSl W3MEHEHUs] AaKTUBHOCTU (DU3UOJOTUUYECKUX
MPOLIECCOB CBSI3aHAa C PETrysilued 3KCITPECCUU TEHOB
9TUX KJIACTEPOB.

BakHeitimm npolieccom, onpeaeIsiioliiuM COCTOSI-
HUE KJIETOK B MUKCOTPO(HOI KyJIbType XJIAMAIOMOHA -
IIbl, SIBJISIETCS YCBOEHME alleTaTa. XJiaMua0MOHaaa 00-
JIagaeT TUIACTUAHBIMUA Y HETUIACTUIHBIMUA (OpMaMU
¢depMeHTOB MeTabomm3Ma atierara (puc. 7). Bo3amoxk-
HO, 1IeJIb TAKOI'O pa3aeJeHNsI COCTOUT B Iepepacmpe-
JIeJIeHUN alleTUJIbHBIX TPYIMIT MEXIY MpolieccaMu B
pa3IMYHBIX KOMITapTMeHTaxX KieTku. K mractugHo-
My CEerMEHTy MeTaboyiM3Ma, MpUHUMAIOIIEeMy alle-
TWIbHBIE TPYMITbI, OTHOCUTCS, IIPEXJe BCEro, CUHTE3
JIMINAOB, TOrma KaK K IUTO30JbHOMY M MUTOXOH-
npuanbHoMy — MK Kpebca m ero Mmomudnkaimm.
ITpu 5TOM TeHbI, KOOUPYIOIINE KaK XJIOPOILJIACTHYIO,
TaK U HeTacTUAHYIo aueTui- KoA-cuHrasy (puc. 6, 7),
MMEIOT OMMHAKOBBIN XapaKTep dKcnpeccuu (TarrepH 1),
YTO CBUIETEJIBCTBYET O CXOIHOM BPEMEHHOM peryJsi-
LM TTIOCTYIUICHUS yIiepoaa B 00a cerMeHTa MeTabo-
ym3Mma. [lokazaH BBICOKMIT YPOBEHb 3KCIPECCHUU Te-
HOB, kKogupywouux ACK, Ha nepBble U BTOpPbIE CYT-
KM, KOTIAa CKOPOCTb POCTa KYJIBTYPHI, aKTMUBHOCTh
IbIXaHug M (POTOCUHTE3a MaKcUMaiabHBI [21]. U3-
BECTHO, YTO XJaMUIOMOHAaIa ObICTpee IOTJIoIIaeT
aleTaT Ha 3Talle MHTEHCHUBHOIO pPOCTa, YeM IIpU
ocTtaHoBKe npojudepanuu [25, 49]. C npyroii cropo-
HbI, IPUCYTCTBUE alleTaTa B Cpee KyJIbTUBUPOBAHUS
IIPUBOINJIO K IOBBIIIEHNIO 3KcIpeccun reHa ACS2
[50]. ITpu mepexome K cTallMOHApHOM da3e CHIKA-
€TCSI YpPOBEHb I3KCIIPECCUU TE€HOB, KOIUPYIOIIUX
¢depMeHTH acCCUMWJISIIMU alleTaTra, 4TO, BUIUMO,
CBSI3aHO C MCYEpIIaHMEM aleTaTa B cpele, ITOCKOIb-
Ky U3BECTHO, YTO XJIJaMUJIOMOHA1a MOTpeOIsIeT Mo-
YT BECh alleTaT YK€ B SKCIIOHECHIMAJIbHOI (a3e
pocrTa [18, 51, 52].

Mamenenus sxkcnpeccun reHoB CIS2u PCK1 cxon-
HEBI ¢ n3MeHeHnsIMH reHa ACS 1. AccuMMITSILS yIiepo-
Jla alerarta CBs3aHa C OTTOKOM yIJiepolda W3 LIUKJIa
Kpeb6ca (rimokcuiaaTHOro IyTH) , KOTOPbIii MOKET KaTa-
JM3UpoBaThes  (pocdoerommMpyBaTKapOOKCUKITHA3OM.
M3BecTHO, UTO aKTUBHOCTb M3OLIMTPATIMA3bI, KIHOUe-
Boro ¢pepMeHTa IIMOKCUJIATHOIO 1MKJIa, MaKCUMalb-
Hasl B MOJIOIBIX MUKCOTPOMHBIX KynbTypax C. mundana,
CHUXKAETCS Ha MOPSIIOK MPU CTapeHUU. DTO TIPOUC-
XOOUT Ha (poHe HcUYepIlaHUs aleTraTa U IagecHUS
ypoBHY neixanug [53]. O BaxHOiT poau pocdoeron-
MUPYBaTKapOOKCUKMHA3BI U LIUTPATCUHTA3bl B YCBO-
€HMU alleTaTa CBUIETEJIbCTBYET TAKXKE ITOBBIIICHNE
9KCIPECCUU T€HOB 3TUX (PEPMEHTOB B OTBET Ha JI0-
OaBjieHUE alleTaTa B cTapeloiiue Kyabtypol C. rein-
hardtii [25]. Yraepon B ¢popme docdoerosmmpyBaTa
(®EII) nepeHanpasisieTcst B INTACTUAY U BKIIFOYAECTCS
B IJIIOKOHEOTeHEe3, YTO COMIACYEeTCsl C BBICOKMM YPOB-
HeM 3kcnpeccun reHa PPT'1, Kogupyoliero iacTu-
Hblii nepeHocunk ®EIT, a takke reHoB FBA3 u TPIC,
Ne 4
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Puc. 7. Cxema MOTOKOB yrjiepoaa B MUKCOTpOMHBIX KieTkax C. reinhardtii. KpacHble CTOJOMKM — OTHOCHUTEIbHBIN YPOBEHD
SKCITPECCHH T€HOB B Havajle U CepearHe SKCIIOHEHIINATbHOM (Dasbl, TP Mepexoe B CTALIMOHAPHYIO (Da3y ¥ B CTallMOHAPHOM
dasze. LIBeT cOOTBETCTBYET MaTTEpPHY TMHAMUKM YPOBHSI aKcripeccun: I — po3oselit, 11 — cepwrit, 111 — cunwmit, IV — xenTerlid,
Vu VI — 3enensrit. [1®OI1 — nenro3odocdathsiit nyts, ®EIl — dochoeHonmnupysar, ['-3® — rmuuepanbaerun-3-docdar,

DI'K — 3-dochormuieprHoBast KICIOTA.

GEJIKOBBIC TPOMYKTHI KOTOPBIX BOBJIEUEHBI B TIIIOKO-
HeoreHe3 B Hayajle u cepeluHe pocTa KyabTyphl. C
JIPYTOil CTOPOHBI, COOTHOIIIEHNE aKTUBHOCTU (oC-
doeroammpyBaTkapookcukrHasbl 1 ACC, KOHKypU-
pYIOIIMX 3a YIJIepOI, MOXKET OIIPeAcisITh Ilepepac-
npeaecHre yriiepoaa MeXIy CUHTE30M JIMIUIOB U
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TIIMOKCHUITAaTHBIM LTUKJIIoM [54, 55]. ITosTomMy BBICO-
KUii ypoBeHb 3kcnpeccun PCKI Ha ¢oHe OTHOCHU-
TEeJIbHO HU3KOTO YPOBHSI BKCIIPECCHUU TE€HOB IBYX
cyobrequHull ACC B niepBble CYTKH TTO3BOJISIET TIPE-
MOJIOXUTh, YTO B HAYaJIbHBIN IIEPUOM POCTa KYIbTY-
pBI 3HaYEHHME LIMTO30IbHOM YacTH MeTaboIn3Ma, e
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afeTaT yepe3 IIMOKCUJIATHBIM LIMKJI U C y4acTUeM
dochoenoanmpyBaTKApOOKCUKIHA3bI MpeBpalllacT-
cs1 B @EII, cpaBHUTEIBHO BEJIMKO, ITOCKOJIBKY BEJIM-
Ka ITOTpeOHOCTh B “CTpONTETLHOM MaTepuane”.

B ninactune, HarmpoTUB, Ha BTOPbIE CYTKU POCTa MaK-
CUMMaJibHa aKTUBHOCTb T€HOB, CBSI3aHHBIX C CUHTE30M
JIMMIMAOB, B TOM YMKCJIE TEHOB CYObEAVMHMIIbI alleTUJI-
KoA-kap6okcunasel (BCCI, CHLREDRAFT 184945),
a Takxke KASIII (CHLREDRAFT 123419). Auetui-
KoA MOXHO cuuTaTh “TOYKOI pacmpemeeHus1” yr-
Jepona. Auetui- KoA-kapbokcuiaza HampaBisieT
yrjiepoa Ha OMOCUHTE3 KUPHBIX KUCIOT U JTUIIUIOB
[28]. B TO ke BpeMs1, peTyJIsiius CUHTE3a JIMIIUIOB He
OIpeNesieTcs] UCKIIIOYUTEIbHO aKTUBHOCTbIO (hep-
MEHTOB, CUHTE3UPYIOLIUX YTJIEePOMHbIE LENU KUp-
HBIX KucioT [15, 56—58]. KonmuecTBO aneTHIbLHBIX
IPYIII, KOTOPbIE MOTYT OBITh UCITOJb30BAHbI B CUHTE-
3¢ JIMIUIOB, OMNpeaesisieTCsl, B TOM 4YUCJie, YPOBHEM
X BKJIIOUYeHUs B UK Kpebca u BBIXOIOM U3 HEro.
HMHTepecHo, UTO B cepelMHE 3KCIOHEHIIMATbHOMI
¢a3bl MOBBIIAETCST YPOBEHb DKCIIPECCUY T€HOB, KO-
IUPYIOIINX CYOBEAWHUILIBI M30LIMTPATINA3bI, OCO-
6eHHO ACLAI (puc. 6). BTOT (hepMEeHT crTocoOeH Ka-
TaJU3UpPOBaTh pereHepanunio aueTuia-KoA, KoTopslit
MOXET HCIIOJIb30BaThCS B CUHTE3€ XKUPHBIX KUCIOT
[59]. U3BectHO, uTO YypoBeHb ACL1 Bo3pacraer mo-
clJie mepexofia K CUHTE3Y JIMIUAOB MPU a30THOM TO-
smoganuu [60]. PocT aKTUBHOCTH TeHOB (hepMEHTOB,
HaIpaBJISIONINX alleTUIbHBIE TPYIIITbl HA CUHTE3 XXUP-
HBIX KMCJIOT, COIIAaCyeTCsI CO CHIDKEHUEM DKCITPECCUM
CIS2, “nanpasnstoniero” ux B ukia Kpebca. M3Bect-
HO, YTO MOMaBJIEHNE SKCIPECCUU TeHa IMTpaTCUHTAa-
3bl IPUBOJIMUT K poCcTy YpOoBHSI TAI 1 ero CHIKEHUIO
TP CBEPX3KCIPECCHH 3TOTro TeHa [26]. Bee aTo Mo-
JKEeT OoTpaXxaTh YaCTUYHOE Mepepacripefie/ieHue alle-
TWIBHBIX TpYII U3 nukiaa Kpebdca/ramokcuiaaTHOTro
LIMKJIa B TIACTUAHBINA MYTh CUHTE3a XKUPHOKUCIIOT-
HBIX 1IETIEHA.

B aTOT Xe mepuon Bo3pacTaeT aKTMBHOCTH I'¢Ha
rekcokuHasbl (HXK1), 4To MOXeT yKa3bIBaTh Ha yCU-
JieHre riankoian3a. O BBEICOKOM aKTUBHOCTU TIJIMKO-
JIn3a B 3TOT MEPHUOJ CBUACTEILCTBYET TAKXKE COXpa-
HEHME BBICOKOTO YPOBHSI SKCIIpecCuU reHoB FBA3 u
TPICHa BTOpBIE CYyTKU pocTa Ha (hOHE CHIDKEHMS aK-
tuBHOCTU TeHOB IIMDI1 — TRK u TALZ2. Bwicokwmii
YpPOBEHb aKTUBHOCTU TJIMKOJIM3a MOXHO CBSI3aTh C
YBEJIUMYECHUEM MOTPEOHOCTU B TPEXYIJIEPOIHBIX MO-
nekymnax miasg cuaTe3a TAT.

VYceuneHue rMKom3a MOXeT IIPUBECTU K TTOBBIIIIE-
Huto cuHTe3a ATP 1 BoccTaHOBIEHHBIX KO(aKTOPOB B
IUTaCTUEe. A yBEJIMYEHHOE VCITOJIb30BaHMUE AlleTUIhb-
HBIX TPYMII B CUHTE3€ JIMIMIOB B CEpeaHE SKCITOHEH-
LIMAJIbHOTO POCTa — K CHIDKEHUIO WHTEHCUBHOCTU
OKWCJICHUS alleTWIbHBIX TPYIIIl B MUTOXOHIpUsSX. B
pe3ynbTare OyIeT HabIIomaThCs Mepen30bITOK BOCCTa-
HOBUTe/Eed M 3Hepruyd B ruiactune. IlommepxkaHue
SHEPreTUYECKOro OajlaHca B KJIETKaX XJIAMUIOMOHAIbI
OCYIIECTBIISIETCS C TIOMOIIBIO Tpro3odocdaTHoro
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myHTa [27]. [ToaTOMY HE YIMBUTEIIFHO, YTO B 3TOT XKe
Tepuo JOCTUraeT MAKCMMyMa aKTUBHOCTh T€HOB, KO-
JIUPYIOIINX OIKM-TIEPEHOCUNKHY, YTO CBUICTEIILCTBY-
€T 0 BOCCTAaHOBJICHMH YHEPIreTUUECKOTo OaraHca MeX-
Iy TUTACTUIOM U LIuTo30JeM (puc. 6, 7). YBennuuBaer-
Ccs TakKe HaKOIUIEHWE TpaHCKpuIIToB reHa OMTI,
KOOUPYIOIIETO OKCOIIyTapaTHBIN/MaJaTHBIA aHTH-
nopTep, 00eCHeYnBaIOIIM BBIXOJ BOCCTAHOBUTEEH
W3 TUIACTUIEI.

JliHaMMKa 3KCIpeccruy TeHoB KiaactepoB VI u V
XapakTepusyeTcsl IEPBUYHBIM HaKOIJIEHWEeM, a 3a-
TeM CHUXEHMUEM COIIepXKaHUs TPAHCKPUINTOB, 4TO
corjacyeTcsi ¢ OOHapy>K€HHbIM HaMU paHee U3MeHe-
HYEM YPOBHSI MHOTUX META0OIUTOB, YBEJIUUEHUE CO-
JiepKaHUsI KOTOPBIX pEerMCTPUPOBAJIM B HaYajle pocTa
KYyJIbTYPbI, MAKCUMYM — B CEpelINHE, a 3aTeM, BO BTO-
poii nosioBuHe da3bl pocTa, HAOMIOAAIU CHUXEHUE
[21]. K 4ucay 3TUX MeTabOJMTOB MOXHO OTHECTU
JKUPHbIE KHUCJIOTbI, MPEUMYIIECTBEHHO C OTHOCH-
TeJIbHO KOPOTKMMU lieTisiMu. Takasi e JuHaMHuKa
ObLTa XapaKTepHa U JIJIs1 UHTEMEeIMaToOB SHepreTuye-
CKMX M CUHTETUYECKUX ITyTei, B TOM YU CJie TIUKOJIM -
3a, nukiIoB Kpeoca 1 KamssnHa [21].

YpoBeHb 3KCIpeccuU MOYTH BCEX MCCIIeTOBaH-
HBIX TEHOB CHM>KAETCS IIPU 3aBEPIIECHUN POCTa KYJIb-
Typbl. CUJIbHOE CHUXXEHUE YPOBHSI TPaHCKPUIITOB
OoJIbIIIET YAaCTW TEHOB, KOIMPYIOIINX (epMEHTHI
TEPBUYHOrO MeTaboJiu3Ma, B TOM YKMCJIE CBSI3aHHbIE
¢ IBIXaHWEM U aCCUMWISIIIVE yraepona (puc. 66, 7),
K TPETbUM CYTKaM KyJIbTUBUPOBaHUSI COBIIAJAET C
PE3KUM TTaicHUEM YPOBHS IbIXaHUs U (DOTOCUHTE3a
[21]. MOXHO IIPEeAIIoNOXUTh, YTO M3MEHEHUS IKC-
MPECCUU TeHOB, CBSI3aHHbIX ¢ IUKIaMu KanbBruHaA U
IJIMKOJIN30M, OOYCJIOBJIEHBI IIOCTENIEHHBIM MCcYepHa-
HUeM alleTaTa U CMEHOH TpohUIYeCKUX YCIOBUA.
ITpoTeoMHBIE HCCIeN0BaHMS YKa3bIBAIOT HA TO, YTO B
YCJIOBUSIX MUKCOTpOGUU 3HAUYMUTEJILHO BO3pacTaeT
colepxxaHue psina epMeHTOB LMkiIa KanbBuHa, B
toMm yuciie TPI, FBA3, TRK [61].

HecMoTpss Ha CHUXEHHE 3SKCIPECCUU TE€HOB
cyobrequHul, ACC n KAS, B crauuoHapHoil ¢daze
BO3pacTaeT CoAep>KaHue psiia CBOOOIHBIX >KMPHBIX
KMCIOT ¥ aUATINLEpUHOB [21]. DTO TTIOATBEpKIaeT
TUITOTE3Y, COTJIACHO KOTOPOU B YCIIOBUSIX CTpECca 1 B
CTapeIoNIMX KyJbTypax MyJibl JUMOMPUIbHBIX COSIU-
HEHU MOMOJHSIOTCS B pe3yJibTaTe AeCTPYKTUBHBIX
MPOLIECCOB, CBSI3aHHBIX C ayTodarueil u 1ecTpyKIIr-
el MeMOpaH [62]. DTo cornacyeTcsd ¢ TeM, UYTO pery-
JIS1MS CUHTe3a JIMIUIOB HE BCerjga olpenesisiercs
WCKJIIOUUTEJIbHO aKTUBHOCThIO (DEPMEHTOB, CUHTE-
3UPYIOLIUX YTJEPOIHBIE LIEMY XUPHBIX KUCJIOT, a aK-
TuBHOCTH ACC [56] i n3MeHeHus SKCIIPECCUU Te-
Ha, ero KOAUPYIOIIETro, HE COOTBETCTBYIOT UBMEHEHUIO
HakoIieHus Tunuaos [15, 57]. B psne ciyyaeB HOBbBI-
IMeHHas1 B3Kcrpeccuss reHa, komupytorero KASIII,
TakxXXe He MPUBOAUT K POCTY CUHTE3a KUPHBIX KUC-
JIOT B TKaHAX pacteHuil [58]. MoXHO Ipeanonao-
XKUTb, UTO y4yacTUE€ TEePEeYUCIIeHHbIX (EPMEHTOB B
Ne 4
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pPEeTYJISLIMA CUHTE3a XXKUPHBIX KUCIIOT O0JIee BIpaXKe-
HO IIPU JTOCTYITHOCTU OOJIBIIOTO YKCJIA alleTUIIbHBIX
TPYIIIT, TIPU CHUXKEHWHU JOJIM TAKUX TPYIIN CHIKAETCS
U POJIb 3TUX (DePMEHTOB B MeTabOIMU3ME yIJIepoaa B
KJIeTKaX XJIaMUIOMOHAIbI.

C BO3pacTOM KyJIbLTYphI HAOIIOMAETCS 3aMETHBII
poct 3Kcnpeccuu reHa HXT 1, Kognpyioliero 6eJ1oK
BKCITOPTa reKCo3 U3 TIACTU, B LIMTOILIA3MYy, YTO MO-
KET OTpaxKaTh YCUJIEHUE POJIU ITOTOKA yIjiepoaa W3
IUTACTUII B YCIIOBUSIX McuyeprnaHus aueTtata. Mcrou-
HUKOM BTOTO YIJIepoJa MOXKET ObITh HE TOJIBKO HETIO-
CpeICTBEHHO (hOTOCUHTE3, HO W Jerpagaluvs Kpax-
Maja, Ha 4YTO YKa3bIBaeT HE3HAUNTEIBbHBIN POCT 3KC-
npeccun reHa AMYBI, xomupyioiiero B-amuiasy,
MOCKOJIBKY 0allaHC CHMHTE3a U Aerpagaliuy KpaxMaa
B KJIETKAaX XJIAMUIOMOHAIbI MOXET 3aBUCETh OT aK-
TUBHOCTU amMuJia3sl [58].

SAKITIOYEHHMNE

MNHTEeHCUBHOCTD SKCIIPECCUM OOJILIIMHCTBA ITPO-
aHaJIM3UPOBAHHBIX HAMU I'€eHOB U3MEHSIETCS B IIPO-
Lecce pa3BUTHS KYJIbBTYPHI XJIAMUAOMOHAAbL. 3aBep-
IIEHHE DKCIOHEHIINAIBHOM (pa3bl pocTa COMPOBOXK-
JIaeTCSI CHIDKEHUEM HAaKOIUICHUSI TPAaHCKPUIITOB U
MHTEHCUBHOCTU MeTabonu3ma. Haubonbiiuve nsme-
HeHMs MpoGuiis TPAHCKPUIILIN BBISIBJICHBI B TI€pHU-
o, OJIM3KUI K cepeAuHe SKCIIOHEHUMAIbHOTO PO-
CTa, KOrJa IIPOUCXOMUT paauKalbHasl IepecTpoiiKa
MeTaboIM3Ma, CBsI3aHHAsI C 3allyCKOM CHUHTE3a JIM-
MMUAJIOB, YTO COIPOBOXKIAETCSI U3MEHEHMEM IOTOKOB
yIyiepoaa Imo OMOXUMHUYECKUM ITYTSIM U CMEIIeHUEM
OaylaHca SHEePTUM MEXIY TUIACTUAON U IIMTO30JIEM.

PaGora BEITONIHEHA MpPHW YaCTWYHOM ITOMIEPIKKE
Poccuiickoro ¢oHma ¢dpyHIaMeHTaIBHBIX MCCIIeIO0Ba-
Huit (rpadThl Ne 15-04-03090 u 16-34-01122) u CaHKT-
INeTepOyprcKoro rocymapcTBEHHOIO YHUBEpPCUTETA
(HHUP 1.40.495.2017) ¢ ucnonb3oBaHWEM 00OpyIOBa-
Hus PecypcHoro nientpa CII6IY “Pa3Butue mMoneky-
JISIPHBIX U KJIETOYHBIX TEXHOJIOTHI ™.

Hacrosimast ctarbs He COOCPXKUT WCCJIEIOBAaHUM C
HCIIOJIb30BAaHUEM JIIOAEI WU KUBOTHBIX.

ABTOpHI 3asIBIISTIOT 00 OTCYTCTBUU KOHMJIMKTA
WHTEPECOB.
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ALTERATION IN THE EXPRESSION OF GENES ENCODING PRIMARY
METABOLISM ENZYMES AND PLASTID TRANSPORTERS DURING
THE CULTURE GROWTH OF Chlamydomonas reinhardtii
R. K. Puzanskiy!, D. A. Romanyuk’, A. A. Kirpichnikova!, and M. F. Shishova'- *

1Saint- Petersburg University, St. Petersburg, 199034 Russia
*e-mail: mshishova@mail.ru

In mixotrophic culture of Chlamydomonas reinhardtii, expression levels of genes encoding enzymes of prima-
ry metabolism and chloroplast plastid transporters were analyzed for a majority of the studied genes, their ex-
pression levels were decreasing with approaching the final stages of culture growth. During the period of ex-
ponential growth, the expression profiles have changed more intensively than during the stationary phase. In
the middle of exponential growth, significant alterations of mRNA reflected reorganization of metabolism in
general, with an emphasis on the induction of lipid synthesis, accompanied by alterations in carbon fluxes
through biochemical pathways and a shift in the energy balance between the plastid and cytosol.

Keywords: gene expression, primary metabolism, assimilation of acetate, plastid transporter, Chlamydomonas
reinhardtii, batch culture, principal component analysis, multivariate empirical Bayes analysis, exponential

growth, stationary phase
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