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CIIMCOK COKPAII[EHUN

AI" — akoHuTaTrUApaTaza

AJ1® — anenoszunaudocdar

AM® — anenozuamMonodochar

AT® — anenozuaTpudocdar

AOK — akTuBHBIE (HOPMBI KUCIOPOIA

CO/1 — cynepokcuaaucMyTasa

BCA — Obrumii CBIBOPOTOYHBIN albOyMUH
JIHK — ne30xkcupnOOHyKIENHOBAs KUCIOTA
JH® — 2,4- nuautpodeHon

KATp — KapOOKCHATPaKTHIIA3HII

kJIHK — kommiementapnas [JHK

HAJI" — HUKOTMHAMUA A€ HHH IUHYKIICOTH]]
HAJI®" — HukoTMHAMUAaIeHMHAMHYKIeoTHaAdOochaT
ITI" — nupyBaraeruaporenasa
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OTL] — 2neKTpOH-TpaHCIIOPTHASA LIETh
dNTP — ne3okcunykineoruarpudocdar
GSH — BoccTaHOBNIEHHBIN TITyTaTHOH

PCR — nonumepasHas 1enHas peakius

Q — yOuxuHoOH

RT-PCR — nonumepasHas 1iernHas peakiys B peaibHOM BpEMEHH



BBEJIEHUE

AKTVAJIBLHOCTH MP00JeMbl. | JT0OAIbHBIE U3MEHEHUS KJIMMaTa U 00JIee YEM

JBYKpaTHOE BO3pacTaHUE KOJMYECTBA HacejleHus 3eMiau B nociaegnue 20 et
COIIPOBOXAAJIUCH 3HAYUTEIIPHON MHTEHCU(UKAIIMEN CEbCKOIO XO035HCTBA CO BCE
BO3PACTAIOLIEH JOJIEW MPOAYKIMH, BEIPAIIUBAEMON B KOHTPOJIUPYEMBIX YCIOBHSX
TEIUIMYHBIX XO3SIMCTB. OJTO CTAJIO BO3MOXHBIM B 3HAYUTEIBHOW CTEIICHU
Onarogaps NPUHIUIHAIBHOMY W3MEHEHHUIO B TEXHOJIOTMH OIbUICHUS PAaCTEHUH B
TEIUIMIAX — HCIHOJIb30BAHUIO  CHEIUAIbHO  BBIPAUIMBAEMBIX  HACEKOMBIX-
onbuIMTENEed. Tak, HalmpuMep, IMIMENIH HCIOIBb3YIOTCA ISl ONBUICHHUS TOMAaTOB,
Ooyrapckoro mepma W MHOTHX Jpyrux Kyiabryp [42, 161, 245]. Cymmapnas
CTOMMOCTb PhIHKA IIMEJIEH B Pa3BUTHIX CTPAHAX COCTABIISIET OKOJIO 55 MUJIJIMOHOB
€BpO B IO/, a CyMMapHasi CTOMMOCTb ONBUIIEMONM MMM TEIUIMYHOM INPOAYKIIHMH
okoj10 12 MummHapoB eBpo B roj [238]. DkoHOMUYECKass BaAXKHOCTh HACEKOMBIX -
onpuIMTENeH 00ycIoBMWIa 0c000€ BHUMAHUE K HUCCIEIOBAHUSAM IO ONTHUMM3AIUU
UX pa3BeleHUs U COJEp)KaHUsA. DTU HCCIEAOBAHUS MPHUOOPETAIOT BCe OOJNBIIYIO
3HAYMMOCTh Ha (OHE OOUIEMUPOBOrO KPHU3HUCA YHUCIEHHOCTH HACEKOMBIX-
onbutuTeNer B mpupoje. Tak, Tonbko B CeBepHON AMepuke 3a nociennue 20 et
KOJINYECTBO HECKOJBKUX MOABHUJOB IIMEIEH YMEHBIIWIOCH Ha 96%, a apean ux
obutanus cokparwics Ha 23-87% [171]. I'maBHBIMM TpPUYMHAMU CHIIKCHHS
KOJIMYECTBA OINBUIMTENICH CUUTAIOTCA PACTIPOCTPAHEHHE Mapa3UTapHBIX MHPEKIUH
Y MCIIOJIb30BaHUE HOBBIX MECTHIIMOB, HE TECTHPOBAHHBIX HAa HacekoMbix [190].

Bonbmias yacte OMOXMMHMUYECKHUX MCCIEIOBAHUN OCHOBHBIX KOMMEPUECKH
BAXKHBIX OMNbUIMTENEH (muen W mMeneid) Obia BoimosiHeHa B 60-70e roabl, u
HOCWJIa BBIOOPOYHBIM M OrpaHUYEHHBIA XapakTtep. BHOXUMUS MHUTOXOHApPUNA
HAaCEKOMBIX-ONbIIUTENICH TMpakTUYeCKu He uszydeHa. Jlng mimenedt BooOIe
OTCYTCTBYIOT KakKHe-TMOO JaHHbIE O CBOWCTBaX MHUTOXOHJIPUN MX JIETATEIbHBIX
MBIIIILI.

CkopocTh KaTabOJINYECKUX MPOIIECCOB B JIETATEIbHBIX MBIIIIAX HACEKOMBIX

ropasgo BbIIIC, Y€M B JOPYIUX HCCICAJOBAHHBLIX OpraHH3MaXx. I/I3B€CTHO, qTo



ypOBEHb META0O0JINYECKOM aKTUBHOCTH Ha TPAaMM MacChl B JIETATEIbHBIX MBIIIIaX
HAaCEKOMBIX BO BpeMs MOJETa — CaMbli BBICOKMU CPEAU BCEX W3BECTHBIX
KHUBOTHBIX [214]. BaxkHe#yto poib B 3THX MPOIECCaX WUTPAIOT MUTOXOHJIPHU.
NHTEepecHO OTMETUTb, 4YTO HACEKOMbBIE CIOCOOHBI PE3KO MEpPEeKIIoYaTh
OKHCIIUTENbHBIE TPOLIECCHl OT HHU3KHX CKOPOCTEM (B COCTOSHUM IOKOs) [0
CBEPXBBICOKHMX (B COCTOSIHUU I0JIETA) B TEUEHUE HECKOJIBbKUX CeKyHI. [Ipu sToM
CTOJIb BBICOKHE HOPMBI METa0OJIM3Ma HENPEMEHHO OyAyT CONPOBOXKAATHCS
NOBBIUICHHONW BBIPA0OTKOM AaKTUBHBIX (OpPM KHCIOpOAa, MAJIs JIMKBUAALMU
KOTOPBIX HEOOXOAMMa Ha/eKHas aHTUOKCHUJAHTHas 3amurta. [loaToMy u3yueHue
OMO’HEPTeTUYECKHUX MPOIIECCOB B MUTOXOHJIPHSX JIETATEIbHBIX MBI HACEKOMBIX
SBJIIETCS BaXKHEHIIeH PyHIaMEeHTaIbHOM 3aa4eii.

CeromHsi conepkaHHE IIMENEM B TEIUIMIAX HE ONTHMU3MPOBaHO. B
YaCTHOCTH, HE U3Y4YECHBl MEXaHU3Mbl CHUKEHHUS IIOJIETHOW AKTUBHOCTH LIMENS IIpU
KOHTAKT€ HX C IECTHUIUAAMH, KOTOpbIE IIOTEHLIUAJIbHO MOTYT SBIIATHCSA
uHruouropamu KomiuiekcoB OTL[ u pa3zoOmurenssMu MHUTOXOHAPUATBHOTO
JbIXaHUs,, 4YTO, B CBOIO OYEpEIb, IOBJICUET CHMIKEHUE OHOIHEPreTUYECKUX
MTOKA3aTeIed HACEKOMBIX U COOTBETCTBEHHO ONBUINTEIBHON aKTUBHOCTH.

CrouT OTMETUTh, YTO B HACTOAILIEE BpPEMS B HAy4YHOM MHpE IpHU
UCCIIEIOBAaHUM (U3UKO-XMMHUYECKUX W MOJIEKYJISIPHBIX MPOILIECCOB HAOMIOAAETCs
TEHJEHUHUsI TepexoAa OT MAaKPOOOBEKTOB K MHUKPOOOBEKTaM, B YACTHOCTU OT
MO3BOHOYHBIX K O€Cro3BOHOYHBIM. JIabopaTopHble KOJOHHM MIMEJEH SBISIOTCS
MOAXOJAIIMM MAaTEepUaioM i HUCCIEAOBAaHUA IO PALY IPUYUH: BO-TIEPBBIX,
IIMENH SIBJISIIOTCS JOCTYNHBIM (B Poccuu U B MUpe CYIIECTBYET MHOXKECTBO (UpPM
II0 BBIPAIMBAHUIO IIMEJEH JUIA ONBUICHWS B TEIUIMLAX, A€ CaMLbl LIMEJIEH B
OOJIBIIMHCTBE CIIy4aeB SIBJISIOTCS MOOOYHBIM MPOIYKTOM IMPOU3BOJICTBA U K TOMY
K€ OHU HE MMEIOT >KaJIOBOI'0 ammapaTa) U HeJOPOTUM OOBEKTOM MO CPABHEHMIO C
MBIILIAMHU, KpPBICAMH U JPYTHMMH JIa0OpaTOPHBIMU >KMBOTHBIMHU; BO-BTOPBIX, B
OTIIMYME OT APYTUX HACEKOMBIX, IIMEIH UMEIOT KPYIIHBIA TOPAKC, YTO MOBBIIIACT
yIoOCTBO B MOJYYEHHM Mpenapara MUTOXOHAPHUM, T.K. Ha JaHHBII MOMEHT B

OOJIBLIIMHCTBE CIIy4dCB HCIIOJB3YIOT MBIIIIBI I[pOSO(bI/IJ'I, 4TO B CBOIO OYCPCIb



YBEIIMYUBAECT TPYJOEMKOCTh MPOLIECCA; B-TPETbUX, MIMEIM COAEPXKATCI B
aBTOHOMHOM KOHTEWHepe W He TpeOyloT yxoJa 3a HHUMH, HEMaJOBAXECH H
ATUYECKUI acCleKT, IMOCKOJIbKY B 3amaaHoi EBpone u CeBepHoil AMepuke
HEOOXoaMMa CTporas JOKYMEHTallds [JIsi HMCIHOJIb30BaHUS  J1ab0paTOpHBIX
YKUBOTHBIX, IIPU 3TOM HACEKOMBbIC MPAKTUYECKH HE IMOIMANAIOT B CTPOTUE PaAMKH
OMOATUYECKUX 3aKOHOB.

Lleab u 3a1aun uccienopanus. [lenpio qanHON pabOTHI IBUIOCH U3yUYEHHE

OCHOBHBIX OWOPHEPreTUYECKUX XAPAKTEPUCTUK MUTOXOHIPUMA JIETATEIbHBIX
mbIm mveneit (Bombus terrestris L.).

J171s1 BBIMOJTHEHUS e ObUIH MOCTABJIEHBI CIAEAYIOINE 3a1a4u:

1. BbIsBUTH ypOBEHb MOTPEOJICHUSI KUCIOPOAA U BBIIEIEHUS YTIIEKUCIIOTO
ra3a mIMeJsIMU Ha pa3HbIX dTanax OHTOTE€HE3a U BO BpeMs MOJIETA IIMES.

2. OueHUTh CKOPOCTh JbIXaHUS MHUTOXOHIPHUMA, a TaKkKe MeMOpaHHBIM
MOTEHIIMAJ B 3aBUCUMOCTH OT cyocTpaToB u A00aBok AJID, kAtp u JJHD.

3. OmpenenuTh MPOIEHT KHCIOponAa, WAylMii Ha BbipaboTKy ADK mpu
JBIXaHUW MHUTOXOHJIPUH B PA3JMYHBIX META0OJMYECKUX COCTOSHUSIX M TIPH
nericTBuu nHruoutopon D TLI.

4. OueHuTh MPOLECCHl TPAHCHOPTUPOBKU KAJBLUS BHYTPh MHUTOXOHIPUUN
JICTATEeNIbHBIX MBIIII IIMeNIel, UIeHTU(DUIIMPOBATh T€HbI MTEPEHOCUUKOB, a TAKKE
HaJIM4ME KaJIbLIMEBOrO YHUIIOPTEPA.

5. BoigsBUTH BIUSHUE MECTUIIUIOB HA OMOPHEPTETHUYECKUE XaPAKTEPUCTUKU
MUTOXOHJIPHH JIeTaTeIbHBIX MbIIIL B. terrestris.

6. Meronom PCR naeHTH(UIIMPOBATH T€Hbl aHTUOKCUIAHTHBIX (DEPMEHTOB
B KJIETKaX IIMENS U BBISIBUTh YPOBEHb SKCIPECCUU ITHX T'€HOB B MOKOE U MOCIIE
MPOJOJKUTEIBLHOTO MOJETA.

8. BbIsIBUTH BIMAHME MUTOXOHAPUAIBHO HAIPaBIECHHOIO AHTHOKCHIIAHTA
SkQ Ha IpOAOKATENBHOCTD KU3HH B. terrestris.

HayuyHasi HOBHM3HA. HOKaSaHO, 4qTO HIPOHCCChl AbIXaHUA, IIPOUCXOIANINC B

B. terrestris mHTeHCHMBHEE, YeM y MIICKOIUTAIONIMX. YCTAHOBJICHO, YTO IOJET



HE3HAYUTEIBHO YCHUJIUBAET JAbIXaTENbHbIE MPOIECChl. JTO MOXKHO OOBSICHUTH
SBJICHUEM TEPMOPETYJISAIINU IIIMES.

BoisiBieHa  3aBUCHUMOCTb  MPOIIECCOB  JAbIXaHUS ~ MUTOXOHIPHUM  OT
NpPUCYTCTBHSL CyOcTpaTOoB AbIxaHus s koMmiwiekca 1 OTIL[, a Takxke o-
rnunepodocdara u cykimHara. MakcuManbHOe JibIxanue yepe3 komruieke 1 3TL
HAONIOAAIOCh B NPHUCYTCTBUM  CMECH  CyOCTpaToB  MHUpyBaT+TIyTamar.
HanMenbpime cKOpOoCTH IbIXaHWs OBUIM XapaKTEepPHBI IS IUTparTa, TiIyTamara,
MajaTa u cMecu riayramar+manar. Hambolsiee HHTEHCUBHOE JIbIXaHHE TIPOUCXOJIUT
npu nobasiennn o-raurepodocdara (202,7 amoms O,/mMun/Mr). MuTOXOHAPUN
JICTATENbHBIX MBI IIMEJed OKHUCHSIOT TPOJMH, OJHAKO, C HEOOJIbIION
CKOpOCThI0. B0O3MOXKHO, CIOCOOHOCTH OKHCIATH MPOJUH CBSI3aHA C MHUTAHHEM
IIMEJIEN MbhUIBIOM. DBBIIO MOKa3aHO, YTO MUTOXOHAPHUHU JIETATEIbHBIX MBbIIIII
IIMEJIe MPaKTUYeCKH HE CIOCOOHBI T€HEepUpOBaTh MEMOpPAHHBIN MOTEHIHAN B
MPUCYTCTBUM CYKIIMHATA, YTO, CKOPEE BCETO, CBA3aHO C OYEHb HU3KOM CKOPOCTHIO
paboThl  AMKApOOKCHIIATHOTO  IEPEHOCUYMKAa BO  BHYTpPEHHEH  MeMOpaHe
MUTOXOHJpHUA. ITa OCOOCHHOCTh OOECTEUMBAET BBICOKUH IyJI HHTEPMEIUATOB
BHYTPM  MHUTOXOHIpPHUM, YTO BaXHO JJISI  NPOTEKAHUS  MHTEHCHUBHBIX
KaTaOOJMYECKUX MPOIIECCOB.

OnpenesneH TpoLEHT NOTPeOJEHHOTO KUCIOPO/Ia, UAYIIHK Ha MPOTYKIIHIO
A®K mnpu apIxaHuu MUTOXOHAPUM JieTaTeNbHBIX MblIl. I[loka3zaHo, yto 0e3
n00aBJICHUSI WHTUOWTOPOB HA TMPOMYKIMIO AaKTUBHBIX (OpM KHUCIOpOIa B
MUTOXOHAPUSIX JIETATECNIbHBIX MBI mMened uaet Bcero 0,3-0,8% kucnopona (B
3aBUCUMOCTH OT METa00JIMuecKoro cocTosiHus). CToinb HU3KHE 3HAYCHUS
npoiieHTa BeipaboTkn ADK MoryT HMeTh afanTUBHOE 3HAYCHHE K TIOJIETY.

MuUrtoxoHApUM JETaTeIbHBIX MBIIII] IIMEJIed He CIOCOOHBI 3aKauuBaTh
kanmpiuii. Onnako, rensl nepenocunkoB (MCU, MICU1 u EMRE) u 0Genox
kanmpiueBoro yuumnoptrepa (MCU) mpucyTCTBYIOT B KIJIETKaxX MBIIII] IIMEIICH.
B03MOXXHO, 3TO CBSI3aHO € OCOOEHHOCTSAMHM (PYHKIIMOHUPOBAHMS JIETATEIbHBIX
MBIIII, MHUTOXOHJIPUU KOTOPBIX YTpaTWIA (PYHKIIUIO PETyJIsSlud TOMEOCTas3a

KaJIbLIMS B KJIETKE M3-3a BBICOKOM YaCTOThI COKpalllCHHA MYCKYJIaTypPhI.



[Tokazano, yto (pyHrHMUMIOBI — AUTHAHOH U AU(PEHOKOHA301 — SIBISIOTCA
UHTUOUTOPAMU MUTOXOHJPHUAILHOTO JBIXaHUA, & TUHUKOHA30J U (DIIyTHMOKCOHHII
SBIISIOTCA Pa300LIUTENIMUA MUTOXOHIPUAIIBHOTO JIBIXaHUSI.

Metonom PCR B JIHK mimeneli Obutn uaeHTH(PUITUPOBAHBI TE€HBI OCHOBHBIX
aHTHOKCUJAHTHBIX (pepmenToB: Mn-CO/Jl, karamaza, IIyTaTHOHIEPOKCHIA3a,
HIEPOKCUPETIOKCUH 6, mepokcupenokcun 5, Cu/Zn-CO/l, TnopenoKcCHH-3aBHCUMOMN
nepokcua-penykrassl, UCP3. YcraHoBlI€HO, 4TO MX IKCHpeccHsl MajaeT Iocie
IPOJOJDKUTENBHOrO mojiéra. Ckopee BCEro, 3TO CBA3aHO KaK CO CHUKEHUEM
MEMOpaHHOr0 TMOTEHIMalda, TaK M C OOIIMM CHUYKEHMEM OHOCHHTETHYECKHX
IIPOLIECCOB B IOJIETE.

N3ydyeHo BIMSHUE MUTOXOHAPUAIBHO HAIPABJIEHHOTO aHTHOKcuAaHTa SkQ
Ha NPOAOJDKUTENBHOCTD KU3HU mMeneld. [Toka3zaHo, 4ToO OH CHUXKAeT CMEPTHOCTh
HIMeJiel B paHHME 3Tarlbl pa3BuTus. Mcrnonb30BaHne aHTUOMOTHKA B KOMOWHALIMU
¢ SkQ noBpimaeT 3pHEeKTUBHOCTh AHTUOKCHIAHTA 34 CUET CHUKEHUSI CMEPTHOCTH
OT MH(PEKUMOHHBIX 3a00JI€BaHUM.

IIpakTHyeckas 3HAYMMOCTD. Nsyuenue OMOPHEPTeTUYECKUX

XapaKTepUCTUK MUTOXOHAPUM JIETATEJbHBIX MBIIII IIMEJIeH npuldianxKaeT K
CO3JAaHHWI0 HWHHOBAlIMOHHOTO TIECTULMAA, HE JICMCTBYIOIIET0 HAa HACEKOMBIX-
onbuIATeNeH. Hanmpumep, TakuM MECTUIIUIOM MOXKET OBITh BEIIECTBO, CIIOCOOHOE
OJIOKMPOBATh KaJblIUEBbIE KaHAIbl B MUTOXOHJPUSX, T.K. MUTOXOHAPHUM IIMEJEH
HE CMOCOOHBI TPAHCIIOPTHUPOBATH Kalbliuii (cM. Hmke). M3yueHune mexaHm3Ma
HECIOCOOHOCTH MUTOXOHJIPUH JIETaTEIbHBIX MBIIII IIMEJIEH 3aKauuBaTh KaJabIUN
UMEET mpsiMOe  OMOMEIUIIMHCKOE  3HAYE€HHE, TOCKOJbKY  OOJBIIUHCTBO
HEBPOJIOTHYECKUX 3a00JI€BaHUN OTOCPEOBAHO 3aKaYyKOW KalblUig BHYTPh
MUTOXOHJpUM. BeaencTBue Toro, 4T0 HACEKOMbIE UMEIOT YPE3BBIYANHO CHIIBHYIO
AHTUOKCUJAHTHYIO 3aIUTy, UACHTU(PUKAIIUS 3TUX aHTUOKCUIAHTOB W MPOIIECCOB
JICTOKCUKAIIMU PATUKAIIOB KUCJIOPOJA B JIETATEIBHBIX MBIIIIIAX [IMEJICH HUMEET
CYIIIECTBEHHOE OMOMEIUIIMHCKOE 3HAaUCHHE.

HUccnenoBanue BJIIMSIHUS NEeCTUIIMIOB Ha OMOPHEPTETUYECKIE

XapaKTCPUCTUKHU MI/ITOXOHI[pI/Iﬁ INO3BOJIMT COCTAaBUTb PCKOMCHAAIMH  OJIA
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TEIUIMYHBIX X031 cTB. HeManoBaXkeH M APKOJIOTMUYECKUN acIIEKT B HMCCJICJOBAHUSIX
BJIMSIHUS TIECTUIMI0B Ha ONBUIATEIICH.

Takxe ciaeayer OTMETUTb, UTO U3yYeHUE (PU3UKO-XUMUUYECKUX MTPOIIECCOB B
MUTOXOHAPUSIX IIMENCH, ONTUMU3AIUS YCIOBUN BhIPAIIUBAHUS HACEKOMBIX MTyTEM
J100aBOK B KOPM OMOJIOTHYECKH aKTUBHBIX IIPENapaToB MPUHECET SKOHOMHUYECKYIO
BBITOZly  IIMEJICBOAYECKHM  MPEANPUITHAM W TEIUIMIAM U TOBBICUT
KOHKYPEHTOCHOCOOHOCTh POCCUMUCKOTO IIIMEIEBOICTBA.

Marepuansl JaHHONH pPabOThl MCIOJB3YIOTCS B Y4eOHOM IIpollecce Ha
O1oJI0oro-nmoYBeHHOM (axkynbTeTe BOPOHEKCKOrO0 TOCYHHUBEPCUTETA MPU YTECHUU
JIEKLIMA, CIIEHKYPCOB U MPOBEICHUS Ta00OPATOPHBIX MPAKTUKYMOB.

IToJ10KeHNs1, BBIHOCMMbIE HA 3aIIIUTY.

1. Jlprxanue Bombus terrestris L. Ha ymenpHYy:0 Maccy Tella CYHMIECTBEHHO
BBIIIE, 4YeM Yy MIIeKonuTarommx. [Ipu 3TOM MOTJIOMIEHHE KHUCIOpOIa
MUTOXOHPUSIMU TPU OKUCIEHUH cyOcTpaToB komruiekca | DTL[ naubosnee
BBICOKO Ha CMECH CyOCTpaTOB MUpPYBAT+TIIyTamMaT; CYKIIMHAT MPAKTHYCCKU
HE OKHUCJISICTCS MUTOXOHIPUSIMHU.

2. IlpoueHt xkucnopoma, uAymmii Ha BbpaboTky ADK mnpu gpixaHuu
MHUTOXOHJIPHI JICTaTeNbHBIX MBI B. terrestris BapbupyeT B 3aBUCHMOCTH
OT MeTaboIM4YecKoro cocTosiHus (1o YaHcy) u mpHUCYTCTBUS UHTUOUTOPOB
OTH (porenon, antumuruH A) wu coctaBmsier 0,3-0,8% mnornomaemoro
KHCIIOPO/Ia.

3. lna  TkaHeir B. terrestris wuaeHTU(GUIMPOBAHBI TEHbI OCHOBHBIX
AHTUOKCUJAHTHBIX (bepMeHTOB: Mn-CO[J, Karanasa,
TIIyTaTHOHIIEPOKCHIa3a, MEPOKCUPEIOKCHH 6, mepokcupeaokcun 5, Cu/Zn-
COJl, TuopemokcuH-3aBUcUMas mnepokcua-peaykrasa, UCP3. VYposeHb
9KCHPECCHSI ITUX TE€HOB CHHYKAETCS MOCIIe MPOJI0JDKUTEbHOTO monéta (3-5
4acoB).

4, MUTOXOHJIpUM JIETATEIbHBIX  MBIIIIII B. terrestris He cnocoOHBI

TPaHCIIOPTUPOBATH K&HBHHﬁ, HCCMOTpPsA Ha TO, YTO OHMW HUMCHOT KaK I'CHbI
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nepenocunkoB u peryiastopoB (MCU, MICUl u EMRE), Ttak u Oenok
KaJIBLIUEBOTO YHUIIOPTEPA.

5. @yHrumuabpl — AUTHAHOH M JU(PEHOKOHA30J] — SBISIOTCS MHTUOUTOpamMH
MUTOXOHJIPHAJIHOTO JIbIXaHUS; TUHUKOHA30J U (IIYJHOKCOHUI SBIISIOTCS
Pa3zo0LUTENIMA MUTOXOHIPHUAJIBHOTO JIbIXaHUS.

Anpobanusi __pa6oTbl. Marepuanbl JUCCEPTAIlMM  JIOKJIAJBIBAIUCh U

OOCYXKIaIUCh Ha MEXAYHapOAHBIX, PETUOHAIBHBIX W  YHHBEPCUTETCKUX
koH(pepenuuax. Onu ObuH mpeacTaBieHbl Ha 13, 14, 15 u 17 mexayHapoHOM
[IymuHCKO# 1IKOJIe-KOH(EepEeHIMU MOJIOABIX yueHbIX «buonorusa — Hayka 21-ro
Beka» (Ilymuuo, 2009; 2010; 2011; 2013), Ha 49 MexAyHApOAHON HAy4YHOU
cTyaeHueckod KoH@epeHMu «CTyAeHT U HAy4YHO-TEXHUYECKUH MPOrpecc»
(HoBocubupck, 2011), ma 3-eii MexnayHaponHoit koHpepeHmmu «l eHeTHKa
crapenust u goaronetus» (Couu, 2014), Ha BcepoccuiickoM ¢ MexXIyHApOIHBIM
y4acTHEM KOHTpecce CTYJAEHTOB M acnupaHToB-OmosoroB «Cumb6uo3 Poccum»
(Boponex, 2011), na Bcepoccuiickoii KoH(pepeHUnH «3aKOHOMEPHOCTH
pacnpoCTpaHEHUs, BOCHPOM3BEICHUS M aJanTalMd pPacTeHUl W JKUBOTHBIX)»
(Maxaukana, 2010).

[IpakTHueckoe BHEApPEHUE pe3yiabTaTOB pabOThl: IMOJyYeH NAaTeHT Ha
MOJIE3HYI0 MOJEINb «YCTPOMCTBO JUISI CTUMYJISALIMMA PAa3BUTHS KOJIOHUM LIMEIIEN
(ITat. 2485767), a Taxxe nateHT «llIkad-uHcekTapuil 1y BIpallMBaHus ILIMEIEH,
a TaKK€ HACEKOMBIX W KIeIled IJis 3alluThbl pacTeHuid oT Bpenutenei» (Ilar.
136683).

Iyoaukauuu. OCHOBHBIE pE3yJbTAaThl HACTOSIIECH JAUCCEPTALIMOHHOM

paGotsl u3noxensl B 20 myOnukauusx — 14 cratesax u 6 Tezucax. Mmeercs 1
MoHorpadus 1 2 maTeHra.

Ctpykrypa u 00béM padoThl. J[uccepramus uznoxkena Ha 144 crpanunax

MaITUHOMUCHOTO TEKCTa W COCTOWT W3 BBEACHHS, 0030pa JUTEPaTyphl,
HKCIIEPUMEHTAJILHON YacTH M OOCYXKJEHUsl Pe3yJIbTaTOB, 3aKJIIOYEHUS, BHIBOJIOB,
cnucka nuteparypbl (251 ucrounuka). VmmrocTpanmoHHBIA MaTepuan BKIIOYACT

32 pucyHka, 6 TaGuII.
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['masa 1. Ob30P JIMTEPATYPbI

1.1. O0uras xapakTepucTuKa MUTOXOHIPUH

1.1.1. O6muii IaH CTPOSHUS, MPOUCXOKIACHUSI U PYHKIIMA MUTOXOHIPHIA

MuTOoXOHIpUH — KIETOYHBIE OpTaHesIbl, y4acTBYIOIIME B OOpa30BaHUU
SHepruu TnyTeM cuHTe3a Mmosiekyal ATd. MHccinegoBaHuss MHUTOXOHAPUM B
OCHOBHOM BBITIOJIHAIOTCSI HA TKaHAX ObIYbETO Cep/illa, MEYEHH U CEPALA KPbIC H3-
3a JierkocTu mnoiiydeHus ouomarepuana [29]. OcoOyro akTyaabHOCTh Ha JaHHBIN
MOMEHT TMPHOOPETACT HU3YYCHHUE MHUTOXOHIPUM U3 OPTraHU3MOB Pa3TUUYHBIX
TaAKCOHOMHWYECKUX TPYIIIL.

OcHoBHas GyHKIHUS MUTOXOHIpUM — cuHTe3 MOJeKyn AT®. Muroxouapuu
— JBYMEMOpaHHbBIE OpraHeiIbl, KOTOpbIE COAEpX aTcsi B  OOJIBIIMHCTBE
SyKapuoTU4YecKnux KiIeTok. AT® gBisieTcs yHUBEpCAIbHBIM SHEPTreTUYECKUM
pecypcoM sl )KUBBIX opraHu3moB. B cuHre3e monekyn AT® Benyuryto poJib
urpator komruiekcel  OTL[  MuTOXOHApPUI. MUTOXOHApHUM  HAKAIJIUBAOT
IEKTPOXUMHUYECKUNA TPOTOHHBIM TpajMeHT Ha BHYTpPEHHEH MeMOpaHe, 9TH
IPOLIECCHl CONMPSDKEHBl C TOTJIOLIEHUEM KHUCIOpoAa M O0Opa30BaHUEM MOJEKYII
BoJibl. CopMHpoBaBIIUNCS MPOTOHHBIM MOTEHIMAT 3aT€M MCIOJIB3YETCS s
cunte3a AT®, koTopslii ocymiecTBIsAeTCs ¢ oMotbsio hepmenta ATdDazwr [187],
WK paccenBaeTcs B Buje Temia [157].

CormacHo SHIOCUMOMOTUYECKOW TEOPUH, MUTOXOHIPHUH MPOU3OILIU B
pesynbrare cumOuosa amb(a-nporodakrepuu ¢ kietkor [191]. B pesynbrare
KJIETKH Mpe-3YKApUOT CTalu MOJydaTh 3HAYUTEIBHO OOJblIe sHepruu. B xome
HBOJTIOIMY TEHETHUECKHUI MaTepual nmpoTobakTepun nepeHeccs B saepuyio JJTHK,
TAK)KE€ DSYKapUOThl NPHUOOpENH JOMOJMHUTENbHbIE TEHbl JJIi MOJHOLUEHHOTO
dbyukiumonupoBanuu  mutoxoHnapui. JHK — muToXoHmpuii B KJIETKax
miekonuTaromux koaupyet 22 tpancnoptaeie PHK, 2 pubocomansueie PHK, 13

MIPOTEUHOB, KOTOPBIE MpeIcTaBlieHbl B KoMiiekcax DTL] MuToxoHapuii: 7 BXOAAT
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B KoMIuiekc 1, 1 B kommiekc 3 u 3 B kommieke 4. Takxe 2 MpoTeMHA BXOIAT B
xkoMmiieke 5 OTLl (AT®a3a). bosee Thicaun OenkoB, kogupyeMbix anepHoit JTHK,
TPAHCHIOPTUPYIOTCS B MUTOXOHAPUU C TOMOUIBIO CHEUUATBHBIX TPaHCIOPTHBIX
oenkoB. M3 850 OenkoB, HaXOAAUIMXCS B MUTOXOHAPUH, TOJBKO 15%
3aJIeCTBOBAHbl HEIMOCPEACTBEHHO B o0O0Opa3oBaHUU dHepruu. J[pyrue Oenku
ucrnonb3yroTess s cunre3a JIHK, mporieccoB TpaHCKpUMIMHM, TpaHCIOpTa M
donmuara 6enkoB [203]. MuToXoHAPUN TaKXKe COAEpP)KAT OCNKH, HEOOXOIMMBIC
JUISL ICJICHHST OpraHeiul M MHAYKIuK aronrtosa [57, 186]. Kpome toro, nMmerorcs
Oenku, ydJacTByIOIIME B OMOCHHTE3¢ XKene3o-cepHbix OenmkoB [133]. Tak,
npumepy, 5,8% mporeoMa MUTOXOHAPHH apoxoked (Saccharomyces cerevisiae)
y4acTBYeT B TpaHCHOpPTE MeTa0oJuTOB. KOIMUECTBO T€HOB MEPEHOCUUKOB MOXKET
BapbUPOBATh OT 35 10 125 B 3aBUCHMMOCTH OT BHUJa KUBBIX opranu3mMoB [91].

MUTOXOHAPHUH B KIIETKAX CYIIECTBYIOT KaK JUHAMUYECKHE CUCTEMBI. JIbtonc
BIIEpBbIE HanbOJIee MOTHO OMHUCAT JUHAMUYECKHUE XapaKTEPUCTUKU MUTOXOHAPUN
[132]. denenne MUTOXOHIPHIA M MX CIIMSHHE OKa3bIBaeT CYIICCTBCHHOC BIIMSHHE
Ha (OPMUPOBAHUE BHYTPUKIECTOUHOW CETH MEXAY OTICIbHBIMH EIUHUIIAMHU.
MexaHu3M peryJisiiiui TUHAMUKH MUTOXOHAPUM Ba)KE€H JJIsI TOHUMAHUST Y4acTus
opraHe;u1 B psane 3abojeBaHuii. B WacTHOCTH, 3TH TPOIIECCHI MOTYT HIrpaTh
CYIIIECTBEHHYO poJib B 3a0oneBanuu [lapkuHCcoHa.

Kommnekesl DT MUTOXOHAPUI COCTOST U3 HECKOJIBKUX CyObeauHull. Tak,
kommiekc 1 OTIL[ comepxkut 45 cyOsenunun, womiuieke Il OTI]
(cykuuHataeruporenasa) umeer 4 cyobeaunuisl, komriekc |l Bximrowaer 11

cyobenunun, komruiekc IV — 13 cyOwenuuui, a xomruiekc V' coctouT uz 17

cyobequnni [145, 146].

1.1.2. Kommnekc | 9T

Kommiekc | OTIl (HAJIH-youxuHOHOKCHaopenykTaza, EC 1.6.5.3),
SBIISICTCS.  CaMbIM  OOJIBIIMM ~ KOMIUICKCOM B  MHUTOXOHJIpUsAX (okoyo 1

MerajaibToHa), KoTopblid Katanmusupyer okuciaenne HAJIH. Kommnexc | OTIL
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coctout u3 45 cyowrenunun [53]. SaepubiM reHoMoM KoaupyeTcs 38 cyObenHuLl,
B To Bpems kak muroxoHapuanbHoit JIHK 7 cyowemunun [143]. Crpykrypa
komiiekca | OTL umeer Heckonbko Moayseil. [lepBeim siBnsiercs N-monynb, OH
UMEET B CBOEM cocTaBe (uaBMH-MOHOHYKIeOTHA (PMH), KoTophIil OTBETCTBEHEH
3a okuciaenue HAJIH u comepxuT 8 xKejae30-CepHBIX KiacTepoB, BTopou Q-
MOAYJIb COACPKUT YOUXUHOHOBBIM caiT. TpeTtudt Moaylb HOCUT Ha3zBaHue P-
MOAYJb, COJIEPXKHUT JBa JIOMEHAa OJMHAKOBOIO pa3Mmepa (IMPOKCUMAIBHBIA U
JUCTAJIbHBIN), OH Y4acTBYET B TpaHcioKauuu npoToHoB [240]. JIpwxkyied cuioit
JUTSl IPOTOHOB SBJISIETCS] NOTOK 31eKTpoHOB 0T HAJIH k yOuxuHoHY.

Ha nansbiii MoMeHT usBecTHO, 4To HAJIH-yOMXHMHOHOKCHIOpEIyKTa3a
CHIOCOOHA HE TOJIBKO K NEPEHOCY 3JETKPOHOB M IPOTOHOB, HO U UMEET HEKOTOPHIE
npyrue ¢pynkiun. Tak, B kommiekce | N. Crassa 6pima oOHapy)eHa cyObeAnHHIIA
(SDAP), cxomHas ¢ aIMI-TIEPESHOCAIIMM OCJIKOM, YYaCTBYIOIIUM B CHCTEME
OMOCUHTE3a )KUPHBIX KUCIOT. PoJb 3T0# cyObeIMHUIIBI 10 KOHLIA HE SICHA, O/IHAKO,
Ipy MYTAaHTHOM 3aMEHE TI€Ha, OTBETCTBEHHOro 3a (OPMHUPOBAHUS 3BTOUN
cyobeaenuiinl, kommieke 1 y N. Crassa He criocobeH gpopmupoBathes [5].

Kommeke | DT MoxkeT yyacTBOBaTh B pa3IMUHbIX 3a00JI€BaHUSAX MPU €TO0
nuchyskimn. [lepBOMpUYMHON TaKUX SBICHUN SBISIIOTCS 1e(DEKTHI B SIACPHON WK
mutoxoHapuanbHOor JIHK. MokHO BBIIETUTH clieayronye 3a00eBaHMs: CHAPOM
Jles, NaKTO3HBIA anUI03, JeWKOWHIIeaTonaTusi, MHUOMNATUs, HEOHATaJIbHas
KapJMOMHOIIATUS C JIAKTO3HBIM ammno3oM [72, 120]. Jledexts B kommiekce |
OTL, a taxxe myrauuu B MTXIHK cinyxxatr npuunmHamu Takux 3a00j€eBaHUN Kak
HelponaTus JleOepa, MuToxoHapuanbHas sHIuIo(ponatus [52]. CymecTByer eimé
pan 3a00/1€BaHMUid, CBSI3aHHBIX c TuChyHKIHEH HAJIH-
yOMXUHOHOKCUJOPEAYKTa3bl, CPEAM HHUX MOXHO BBIACIUTH O(TaIbMONOpPE3,
ontuyeckas arpodus, OSMOHIENCHUS, aTakCud MW JUCTOHHUS, TenaTonaTtus,
npoTouHypus u ap. [154].

Kommnexke 1 OTI[ Moxer ObITh HMHIMOMpPOBAH POTEHOHOM, a TaKXKe
neepenequHoM A. OgHako, Ha JAHHBI MOMEHT TOYHBIH CalT MHTUOMPOBAHUS

ATHUX BENIECTB HE H3BECTEH. BOJBIIMHCTBO I/IHI“I/I6I/ITOpOB koMmInuiekca | 3T]_[
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SBIISIOTCA CUJIBHBIMU THAPOPOOHBIMU areHTaMu WM oOnagaioT amdumnatueit (X-
100, tesut). OpHako, Ha JaHHBIK MOMEHT CaWThl CBS3bIBAHUS XHHOHA C
(epMEHTOM U MHTUOMTOPAMH HE COBCEM OIPEEIICHBI. KoHuenrtpanun
WHTUOUTOPOB, ACHCTBYIOINIMX HAa MPSAMOM M OOpaTHBIA TOK 3JEKTPOHOB, MOXET
CYLIECTBEHHO pa3nuuathes. Tak, k npumepy, A/lP-pubo3a, koTopas HHIHOUpYET
HA/IH-okcuaa3Hyr0 akTUBHOCTb IIyTEM KOHKYPHUPOBAHMM AKTUBHOIO ILIEHTpa
depmenta ¢ HAJIH, nHe Bnuser Ha WHTHOMpOBaHUE MPU OOPATHOM MEPEHOCE
anekTpoHOB. JloO6aBka AJlD-pnb0o3bl K CyOMUTOXOHIPHUAIBHBIM YacTHUILIAM
NPUBOJMIA K HOBBILEHHUIO YPOBHs BoccTeHoBneHus HAJL™. B psane ciyuaes npu
MIOJIHOM MHTMOMPOBAHMH IPSIMOTO MEPEHOCA IIEKTPOHOB yepe3 koMiuieke | AJ1D-

pr0030ii (hepMEHT MOT COBEPIIIATh OOPATHBIN TPAHCIIOPT AJIEKTPOHOB [5].

1.1.3. Kommiekc I DT

Kommuekc Il OTL (cykuumHaTaeruaporeHaza  yOUXWMHOH-YOUXHHOJ
peaykrasa, E.C. 1.3.5.1). OT0 eIMHCTBEHHBI KOMILIEKC 3JIEKTPOH-TPAHCHOPTHOM
IETH, YYaCTBYIOIIHNM B IIUKJIE TPUKAPOOHOBBIX KUCIIOT, I/I€ OH, OKHUCIISASI CYKITMHAT
B (Qymapar, (pyHKIMOHHpPYET KaK CyKUMHATAeHuAporeHaza. (OJIHOBPEMEHHO C
TUM (EePMEHT NMPUHUMAET y4acTHUE B JABIXATEIbHON EMHU, KaTATH3UPYS PEAKIIUIO
nepexona youxuHoHa B yOuxuHoi. [Ipu 3TOM OCyIIecTBIS€TCS TOK 3JIEKTPOHOB
OT CyKIIMHATa K youxuHoHy U aanee k momriekcy 1 DTI] [89]. Kpucrammnueckas
CTpyKTypa (epMeHTa COCTOMT U3 JBYX OCHOBHBIX JOMEHOB: TEPBBIM
(rugpodoOHBI) CBsi3aH ¢ BHYTPEHHEH MeMOpaHOW MHUTOXOHJIPUHU, BTOPOM JOMEH
HaIpaBJICH B MaTPUKC MHUTOXOHJIPUI, KOPOTKHIA y4acTOK (hepMeHTa HaIpaBjcH B
MexmMeMOpanHoe mpoctpancTBo [39]. WMmes wmaccy okxomo 123 k/la,
CYKITMHATACTUIPOTEHA3a SBIIICTCS CaMBIM MaJICHBKUM KOMILJIEKCOM B JJICTKPOH-
TpaHcnopTHO# 1ienu mutoxoHapuit. Komreke |1 3TL coctout u3 4 cyobenunuii,
xogupyembiMu 4 renamu: sdha, sdhb, sdhc u sdhd. Bce onum nokanm3oBaHbI B
sJIepHOM JIHK. CyObeaunuiia SDHA BKJIFOYAEeT B ceds

¢dnasunanenuamononykieotua (PAJl). Cyoweaunua SDHB comepxur xene3o-
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CepHbIe KJacTephl. DTH ABE CyOBEAMHUIIBI OOpallieHbl B MATPUKC MHUTOXOHAPHUH.
Cyowvequaunpl SDHC u SDHD sBnstorcss ruapoQMIBHBIMH, OHH HaMHOTO
MEHbIIIe TUAPOGOOHBIX CYOBEAUHUIl U CIyKaT SAKOpsAMH depMeHTa B MeMOpaHe
[75].

KomMmruiekc 2 3meKTpoH-TpaHCTIOPTHOM IENH U3 )KUBOTHBIX UMEET BBICOKYIO
CTCTICHb TOMOJIOTUM C OaKTepHAIbHBIMH CYKIMHAT-YOMXWHOH pEIyKTa3aMH, B
ocobeHHOCTH C anbda-mporodakTepusmu. [locnenoBareIbHOCTh aMUHOKHCIOT B
depmenTe Hamboree  KOHCepBaTMBHAa B  CyObeJUMHHUIAX, COJEpKaLINX
dbnaBuHaneHUHANHYKIeoTH W Fe-S  kmactepel.  MemOpaH-CBsI3aHHBIC
CyOBbeIMHUIIEI MEHee KOHCepBaTUBHBI. OTHAKO, HEKOTOPBIE TIOMEHBI B HUX UMEIOT
BBICOKYIO CTEIIEHb TOMOJIOTUU y OPTaHU3MOB Pa3IMUHbIX TAKCOHOMUYECKUX TPy
[224].

CymiecTByIOT 3a00JIeBaHUsA, ONOCPENOBaHHbIE TUCHYHKIUEH KOMIUIEKca 2
OTL. OTH 3a001€BaHUs MOTYT COCTaBIATh A0 8% OT 3a00JIeBaHUM, CBSI3aHHBIX C
(GyHKIMOHHPOBaHUWEM  (EPMEHTOB  IJIEKTPOH-TpaHcHopTHOM  mermm  [99].
OCHOBHBIMH JBYyMsI TpynmaMu 3a00JeBaHUM SBJISIOTCS MUTOXOHAPHUAIbHbIC
sHIeQaIONaTU W OMyXOJW XpPOMO(MUHHOBBIX KieTok. K mepBoit rpymme
3a00JIeBaHUN OTHOCSTCS OOIIME KIMHUYECKHUE HEBPOJOTUYECKUE 3a00JICBaHUS.
OmHako  CYHIECTBYIOT ~ COOOIIGHHMSI O  MHOIMATHUAX,  dHIEdaIonaTusx,
JCUKOMUCTPPHUSIX W KapIAUOMHOMATUSIX. B HEKOTOPBIX chydyasx MpUYUHAMU
3a00JIeBaHuUs SABJISJIUCH MYTallUU B T€HAX, KOAUPYIOIUX CyObEAUHULIBI (DEPMEHTA.
[TaToreHe3 sTux 3aboieBaHWil B OOJBIIMHCTBE CIy4aeB CBsI3aH C MPOSBICHUEM
HUTIOKCHMM ¥ Tiepexoja MeTaboju3Ma OT MHUTOXOHJIPHAIBHOTO JBIXaHHUA K
OECKHUCIIOPOAHBIM MpolleccaM, TaKUM Kak TJIMKOIM3. Bo Bpemsi TeueHus 3THUX
3a0o0ieBaHUN HAOMIOJAETCs HAKOIUIGHHE CYKIMHAaTa B TKaHAX opranusma. B
OpraHuM3Me akKTHUBHUPYETCS TNporpamMma THIOKCHHM, KOTOpas CONPOBOXKIACTCS
YCUJIEHUEM TpPAHCIIOpTa TJIIOKO3bl, YCKOPEHHIO AaHTMOTeHEe3a U aKTHUBalMen

riukosm3a [44].
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1.1.4. Kommuekc 11 OTIL]

Kommeke 11l OTI (youxunon-mmroxpom ¢ peaykraza E.C. 1.10.2.2) —
dbepMeHT, TPaHCHIOPTUPYIOMIHUM 3IEKTPOHBI OT YOUXMHOJA K IIUTOXPOMY C. DTOT
KOMIIJIEKC COCTOUT M3 8 CyOBeAMHUL, 7 W3 KOTOPbIX Kojpupyercs saepHoit JJHK
(IUTOXPOM C, LUTOXpPOM ¢;, Oenok Pucke), a 1 cyobemuuuna (muroxpom b)
KoaupyeTcs Mutoxouapuansaoit JJHK [74].

MexaHu3M repekadyky MPOTOHOB MpHU paboTe mUToXpoM b u C B komrutekce
3 ¢ moMoMIbio Tak Ha3piBaeMoro Q-Iukiia BrepBbie ObLI MPEAokeH Muruemiom
[152]. CtpykTypa 3THX IMTOXPOMHBIX KOMIUIEKCOB, HX KOH(OpPMAIIMOHHBIE
W3MEHEHHUS TO3BOJHMJIM JIOCTATOYHO TOYHO ONPEICIUTh MECTOMOJIOKEHUE
KO(aKTOpOB peakiiuu, BOBIIEYEHHBIX B MEPEHOC IEKTPOHOB. MUTOXOHIPHAIIbHBIN
KOMILUIEKC MUTOXpPOMOB D ¥ c; Moxker BKiIoYaTh emié 8 BCIOMOTaTEIbHBIX
CyOBbeIUHMII.

dopMUpOBaHUE HOH3UMATHYECKH aAKTHUBHOTO KOMIUJIEKCa OOYCIOBJICHO
MpoTeKaHueM 3  OTACNbHBIX TporeccoB. IlepBbiii  mporecc 00yclIOBIEH
B3auMojieiicTBie muToxpomMa b ¢ cyOvenmuuuneit 7 um 8. Btopoii mporece
OoOyCJIOBJIEH B3aUMOJECHUCTBHEM IIUTOXpOMa C; C cyObenunuamMmu 6 u 9.
OAHOBPEMEHHO C ATHUM IMPOUCXOAUT B3aUMOJICUCTBHE JABYX OOJBIIMX JOMEHHBIX
CTPYKTyp B Oenke. DTH TpU MOAYJS 3aTeM OOBEAMHSIOTCA, (OPMHUPYS Tak
Ha3bpIBaGMBI TIpe-KOMIUIEKC. Ha 3aKIounTeNbHBIX CTaausaX (GOPMHUPOBAHUS
(dbepMeHTa MPOUCXOIUT MpHUcoeanHeHue Oenka Prucke u cyoweaunuist 10 [250].

CymecTBytoT (hakTOpbl, OTBETCTBEHHbIE 3a COOpPKY KOMIUIEKCa B
KaTaJIATUYCCKU-aKTUBHBIA TICHTP. B MHUTOXOHIpHIX dYelOBEKa BBIICISIOT JBa
takux gakropa BCSIL u TTC19. [lepBriit hakTop OTBETCTBEHEH 3a COOPKY Oemka
Pucke, a Ttaxxe pecsatoi cyOwbenenuipl [45, 166]. Chauana 53toT (akTop
B3aMMOJICUCTBYET C TUMEPHBIM IMPE-KOMIUIEKCOM, MOJIEKYJISIpHAsE Macca KOTOPOTO
cocraBisier okosno 500 k/la. dakTop CHOCOOCTBYET B3aUMOACHCTBUIO U
yAEpXKaHUIO TMpe-KoMIuiekca ¢ OenkoMm Pucke. MyTtaHThl mo 3TOMy (akTopy

OTJIMYAJIMChb OT KOHTPOJIA BBICOKMM COACPKAHUCM IIPC-KOMIIJICKCOB Y6I/IXI/IHOJ'I-
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IIUTOXPOM C-PEIyKTa3bl, MO0 BBICOKUM COJEpKaHMeM Oenka Pucke B KieTkax
[250]. Hekotopble MyTaHTBI MO JTOMYy (akTopy OBUIM HE CIIOCOOHBI K
dbopmupoBanuto komruiekca I DTL, mpu 3ToM MOTriaM MPOSIBASATHCSA Pa3IUUHbIC
KJIMHHYECKHE CUMITOMBI (Tenaronarus, dHiedanonarus u tyoymomarus) [31].

B camom (akTope BBIJECNHSIOT HECKOJIBKO JTOMEHOB: N-TepMUHAIBHBIM
uMnoptupyromuii  1omeH, C-tepmMuHanbHbli goMeH W AT®a3Hblil  J1OMEH.
Mytanuu B AT®a3zHoMm noMene Hanbosee CUIbHO 3aTparuBayid (PU3HOJIOTHIECKUC
4epThl B 9KCIIEPUMEHTAILHBIX opranu3max [151].

Bropoii daktop accoumaruu komruiekca 3 OTL (TTC19) Obln OTKPHIT NpU
W3yYeHUU OOJIC3HW, CBS3aHHOM C MHUTOXOHAPUSIMH — MHUTOXOHIPHAIBHON
sanedanonatun [163]. DTOT Oenok JIOKaTM30BaH BO BHYTpPEHHEH MemOpaHe
mutoxoHapuii. Ero macca cocraBmsier or 500 x/la mo 1000 x/la. MHTepecHo
OTMETHUTh, YTO MYTalluH, 3aTparuBarolIie 3TOT OENOK, MPUBOJAT K IOJTHOMY
npekpamiennio GopmupoBanusi komruiekca Il DT, duchynkius mo sTomy
dakTopy xapakrepusyeTcs HeBposiornueckumu HapyureHusimu B D. Melanogaster,
CBSI3aHHBIMH C OTCYTCTBHEM YOUXUHOHOJ-ITUTOXPOM C-PETYKTA3bl.

IToBpexknenust komrmiekca |l v HeraTuBHBIE MOCIEACTBUS OT OTOTO
JIOBOJILHO PEIKHE MO CPAaBHEHHWIO C JPYyrdMH Komiuiekcamu. Haumbosee dvacto
BCTPEYAIOTCS MYTallid B IHMTOXpoMe D, ogHaKo OHM HOCAT CTOXaCTUYECCKHIA
XapakTep W CTAHOBATCS NPUYMHAMH MHUTOXOHApHAIbHOW Muomatuu. Ha Qone
ATOro 3a00JIEBaHUSI BO3PACTAE€T YPOBEHb KPEATHMHKWHA3Bl. B KieTkax uenoBeka,
kpoMe Toro, HaijeH daktop (HCCS), oTBeTCTBEHHBIN 3a B3aUMOJEHCTBHUE IBYX
yacTeld LUTOXPOMOB ¢ M ¢; [167]. Myranuu, 3arparvBaroiime 3TOT (HakTop,

MPOSIBIISIIOTCSL B HEKOTOPBIX 3a00JIeBaHMSIX (aruta3usi, MUKPOTITAIIMHS ).

1.1.5. Kommnekc 1V OTL]

[Mutoxpom c oxcumaza (K® 1.9.3.1) — ¢depmeHT npIXaTenbHBIN IETH
MUTOXOHPHM, KOTOPBIA KaTaIU3UPYET KOHEUHBIN 3Tal mepeHoca 3JIEKTPOHOB Ha

KHCJIOPOJT B TpoIlecce  OKHCIUTeNbHOTO  (ocoprmmpoBanus  [29].

19



[{uToxpoMoOKcHAa3a MKUPOKO PaCHpOCTPaHEHA KAK CPEAM JYKapHOT, TaAK U CPEIU
OpOKAapuoT. Y »HYyKapuoT (epMEeHT pacmojoXkeH BO BHYTpPEHHEH MeMOpaHe
MUTOXOHJpPHUMA, Yy TMPOKAPUOT — B LUTOIUIA3MaTUYECKOM MemOpane. VY
MJICKOITUTAIOIX MEMOpaHOCBs3aHHas (opma ¢depMeHTa TpencTaBiIseT coOou
JTUMEp, KOTOPBIA COACPX UT 13 THUMOB MOJUNENTHAHBIX Ieneil ¢ oOmen
MOJIEKYJISIpHO# Maccoit okosio 400000 [3].

JIBe cyObeauHMIBI (EepMEHTAa OTHOCATCS K LHUTOXpOMY a U HE
B3aUMOJICUCTBYIOT C KHUCJIOPOAOM. OHHU OCYIIECTBISIOT OJHO3JIEKTPOHHBIN
NEPEHOC OT LIUTOXPOMA C, KOTOPbI HAXOJUTCS Ha LIMUTOIIA3MAaTUYECKOM CTOPOHE
KoMIiekca. OcTanbHble CYOBEAMHMIIBI OTHOCATCA K LHUTOXpPOMY d3 U
B3aUMOJICHCTBYIOT C KKciopoaoM [23].

Noubr Memu Tuna [ 001agaloT BBICOKMM  PEIOKC-TIOTEHIIMAIOM U
cienn(UIECKUM CIIEKTPOM B DJICKTPOHHOM IapaMarHUTHOM pe3oHaHce [26].
BHIIbSIMC BBICKA3all TPEAMOIOKEHHE O TOM, YTO CHMMETpPHs BOKpYr mona Cu®’
ABJIIETCS MPUOIMKEHHO TeTpa’apudeckoil [15]. Bnocnenctsuu ObUTO 10Ka3aHoO,
uto teHTp cessbiBanms Cu’’ I Trmna mMeer GopMy HEIPaBUIBHOTO TETPadIpa, UuTo,
BEPOSITHO, SIBJISIETCS KOMIIPOMHUCCOM MEXAYy (POPMOIl MOJHOLUEHHOTO TEeTpa’pa,
XapaKTEpHOU JJIst Cu**, u KBaJIPaTHO-TUIOCKOCTHOW KOOpJWHALMEN Cu®* B cocraBe
HU3KOMOJIEKYJISIPHBIX KOMIUJIEKCOB MEIH.

B akTUBHOM LIEHTpE LIUTOXPOMA a KOOPIMHALIMOHHBIE MOJOKEHUS aToMa 5 U
6 >kene3a remMa 3aHsIThl aTOMaMH a30Ta ABYX OCTATKOB TMCTUAMHOB. ATOMBI MEIU
yaleHbl OT *kene3a reMa Ha paccrossHue 20 A u cBs3aHbl ¢ aromamu azora His u
atomamu cepbl Cys OenkoBOM Ilenmu. AKTUBHBIM IIEHTP LMTOXpOMa az TaKkKe
NPEACTAaBICH TIEeMOM, TJ€ B ISTOM KOOPAWMHALIMOHHOM IIOJOKEHUHU Keje3a
HaxoauTcs a3oT His, a mectoe cBOOOAHO NSl CBSI3bIBaHUS KUcaopoAa. JucranbHo
OTHOCHTENBHO TeMma, Ha pacctostHuu 4,7 A or aroma »kenesa, pasMelleH aToMm
MU, KOTOpPBIA CBSI3aH C TpeMsi aToMaMu a30Ta WMHUJIA30JbHBIX Kousen His
OenkoBoii memnu [23].

Pabota nuTOXpOMOKCHIA3bl COMPOBOXKIACTCS MOSBICHUEM MEMOPAHHOTO

+ < o
IMIPOTOHHOTO  IMOTCHIMAJIA AMH ,  KOTOpPBIM HCIIOJB3YCTCA  KICTKOMW  IJIA
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o0OecrniedyeHnss BCeX BHUAOB padOT, BHIMOJHSEMBIX OMOMEMOpaHaMH, U B TEPBYIO
ouepens ansi cuHresa AT®. Takoil MexaHU3M MO3BOJIAET OTHECTH (PEPMEHT K
MeMOpaHHBIM ITPOTOHHBIM HacocaM [29].

[{uTOXpOMOKCHA3a — 3TO MOCJIEIHUN KOMIIOHEHT JJIEKTPOH-TPAHCIIOPTHON
LEeMUu. OTOT KOMIUIEKC KaTaJu3UpPYyeT YETBIPEXIEKTPOHHOE BOCCTAHOBIICHUE
KHCIIOpOJA [0 BOJBl M OCYIIECTBISIET IIEPEHOC IIPOTOHOB B HApy)KHOE
MPOCTPAHCTBO, OKPYXKAIOIIEe MUTOXOHAPHAIbHYI0O MeMOpaHy. Takoil MeXaHU3M
TI03BOJISICT OTHECTH 3TOT ()EPMEHT K MEMOpPAHHBIM MTPOTOHHBIM Hacocam [19].

DNEeKTPOHBI MEPEJAIOTCS K KUCIOPOIY MO CIEIYIOUIEH CXeMe: LUTOXPOM C
— Cupy > I'em a > TI'em a3 > Cug — O,. B HOpManbHbIX (PU3HOJIOTHUECKUX
YCIIOBHUSX LMK IIUTOXPOMOKCHJIA3bl HAYMHAETCS C IOJHOCTBEO OKHCIIEHHOIO
(depmenTta. BoccTtaHoBieHHE ~OUSAEPHOrO LEHTpAa JBYMs  3JEKTPOHAMH,
NOCTYNAIIIMMH OT IIUTOXpOMa ¢ MO OJHOMY 3a pa3 uepe3 Cu, /rem a k az /Cug,
BBI3bIBACT 3aXBaT JIByX IPOTOHOB C MATPUYHOH CTOpOoHBI MemOpaHbl. Ilpu 3TOoM
OJIMH IIPOTOH yJAEpKUBaeTcsa A, Ki1acTepoM, Kaxymuics pK kotoporo Bo3zpacraer
npu BoccTaHOBIIEHUU agz /Cup, a Ipyroil nepexaunBaeTcs Ha HAPY>KHYIO CTOPOHY
MeMOpansI [18]. 3aTem KuCIOpos CBA3BIBaCTCS ¢ PEPMEHTOM B BOCCTAaHOBJIICHHOM
cocrossHnd. lIpennosaraercsi, 4YTO MOJEKYyJa KHUCIOpPOJAA, CBS3BIBAACH C
UTOXPOMOKCH/Ia301 M BOCCTaHaBJIMBAsICh, 00pa3yeT MEPEeKUCHbI MHTEpMeauar,
rae rpynmna —O—O— urpaet pojb JIMraiaa, KOTOPbIM CBSI3BIBAET KEJIE30 TEMOB az U
Cug. B xone karanuTuueckoi peakliud BOCCTAHOBIIEHUE MOJIEKYJIbI KUCIOpOAa 10
BOAbl (PEPMEHTOM MPOXOJUT Yepe3 JBa BBICOKOOKUCIEHHBIX COCTOSHUS:
coeunenne P (Fe’*a;=0) u coequnenue F (Fe**a;=0, okcodeppun) [16, 18].

Cy1iecTBEHHBIM MOMEHTOM B (DYHKIMOHHPOBAHUHM (PEPMEHTA SIBISETCA TO,
YTO BOCCTAHOBJIEHHE I'eMa @ INPUBOJAUT K €ro HPOTOHUPOBAHMIO HMOHOM H'
MaTpHMKCa, a OKHCJIEHHE — K OCBOOOXKIEHMIO »Toro uoHa H' cHapyxu
MuTOXOHIpUH. OKHUCIIEHNE U BOocCcTaHOBNIeHUE TeMa a U CU, CBA3aHO CO CABUTaMU
pK nByx u 0Oozee MpoOTEOJUTUYECKUX TPYMI, YTO B KOHEYHOM HTOIE BbI3bIBAET
BEICBOOOKIeHne H', HaOmogaeMoe IIpH OKHCIEHHMM [BYX LEHTPOB U 3aXBaT

IIPOTOHA IIPH UX BOCCTaHOBJIEHUH [27].
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AXTHBHOCTH OUTOXPOMOKCHAA3bI MOKCT H3MCHATHBCA 110/ I[GﬁCTBHGM
Pa3INIHbIX q)aKTOpOB. Ona CUJIBHO 3aBHCHUT OT KOJIMYSCTBA JIMIIMIOB B IIpCriaparec.
HpI/I TINATCIIBHOM  YIAAJICHUU JIMIINAOB q)epMeHTaTI/IBHaJI dKTUBHOCTb PC3KO

CHIDKAETCSI, HO TIOCTIe TOOABIICHUS JIMITA/IOB YACTUYHO BOCCTaHABIMBaeTCS [3]

1.1.6. Kommexe V OTL. AT®aza

Kommuekc 5 (AT®-cunreraza E.C. 3.6.3.14). depMmeHT 3aKpeIUieH B
MeMOpaHe U YYacTBYeT B IIPOLIECCE€ HCIOIb30BAaHUS 3JIEKTPO-XUMHUYECKOTO
IIPOTOHHOTO TpaaueHta B cuHTe3e Moiekynl ATO. ATd-cunrerasa umeer
HUJIMHAPUYECKYIO CTPYKTYPY B BUAE poTopa. DepMEHT COCTOUT U3 ABYX OOIBIIMX
nomeHoB (Fo u Fp). Jlomen Fy 3akpersier ¢pepMeHT BO BHYTpeHHEW MemOpaHe
MUTOXOHIPHI, F1 ydacTByeT HEMOCPEICTBEHHO B cuHTe3e MoJiekyn AT® [54]. Otu
JIBa JIOMEHBI COEIMHEHBI MEXAY COOOM TOMOJHUTEIBHBIMU CyOBequHUIIAMU. B
JIOMEHaX BBIJCISIIOT HECKOJIBKO CyObeaunuil. Tak, Kk nmpumepy, JoMeH F; coctour
u3 5 cyobenunuil: o, B, y, 6 u €. M3onupoBaHHbIi noMeH F; 310 Oenok ¢
MOJIEKYJIIpHO# Maccoil nopsiaka 360 x/la. Jlns cyObenuHull, BXOASIIMX B JOMEH
F1, Taxke ObUIM ompenesieHbl Macchl. Macca a-cyObenuHuIsl paBHa 56 k/la, B-
cyobenuaniel — 53 kJla, y-cyosenunnisl — 33 k/la, 0 u e-cyObeauHuIb! 1Mo 16 u
11 x/la coorBercTBeHHO. DEepMeHT paboTaeT Kak CTapTep U pOTOpP, YIPABIIEMbIN
noTOKOM IpoToHOB. [lonHoe BpamieHue goMeHa F; MpUBOIUT K B3aUMOJACHCTBUIO
AJ1® u neopranumveckoro ¢ocdara ¢ odpazoBanueM moiekyiasl ATD [80]. Ilpu
OTJIEJICHUU JOMEHOB APYT OT JApyTra TO JIOoMeH F; He crmocoOeH K CUHTE3y MOJIEKYJ
AT®. Cyobenununa Fo obecriednBaeT NpOTOHHYIO TPOBOIUMOCTH MEXKIY Cpeaon
U HEMNOCPEJICTBEHHO aKTUBHBIM IIeHTpoM. [Ipu oTnenenun komrekca F; ot
(dbepMeHTa BO3ZHUKAET HEKOHTPOJIUpPYyEMasl MPOTOHHAS MPOBOJAUMOCTb, KOTOpAasi HE
cBsizaHa ¢ cuHTe3oM MoJiekyn AT®. Tak ObUIO [0Ka3aHO, YTO YACTHUYHO
OUMILICHHBIM JoMmeH Fy W3 MuTOXOHApPHI cepaua Oblka MpU BCTpAaMBaHUU B
UCKYCCTBEHHYIO MeMOpaHy TMpUBOAWI K BO3MOXKHOCTH O3TOH MeMOpaHbI

NPOIYCKAaTh MPOTOHHI [29].
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U3BectHo, uto mutoxonpuansHoit JIHK komupyetcst Toiapko nBa Genka B
mosiekyse depmenta: MTATP6 u mporemn 8 [55]. Omnako, I HEKOTOPBIX
OCJIKOB TEHbI, OTBEYAIOIIME 3a KOJAMPOBAHHE, JO CHX IIOp HE BBISABICHbI
(cyobemuuuIpl b ¢, d, e, f, g, 6emox OSCP u F6) [223].

[TpyuunHbl 3a00eBaHuM, 00ycIOBIeHHBIX auchyHkuein ATd-cuHTeTassl,
yale BCEro CBS3aHbl C MyTallUsIMU B TeHaX. B OCHOBHOM 3TO MyTalMH B T€HaX
MTATP6 u MTATPS8, a takxke na rena mutoxoHapuanbHoil JIHK (ATD 6 u
noymnentun §). Myranmus B rene MTATP6 mnpuBoauT K  pa3iudyHbIM
3a00JICBaHUSM TaKWM, Kak arakcus, Heipomartusi, cuHapom Jles [170, 220].
BbigeneHo HECKONBKO TEHOB OTBETCTBEHHBIX 3a HEKOTOpHIE 3a00JieBaHUsA
(pakropsr coopku TMEMT70, ATPAF2, sncunon cyobenunuinia ATPSE F1-
nomena) [153].

B 2000 romy Oblma mpoBeacHA JUTHOHHH-COJIOOMIN3AMNS MHUTOXOHJIPUN
JIPOXOKEH ¥ MIEKONMUTAIOMIUX B  HATHBHOM  TOJHAKPWIAMHIHOM  Tellb
anekTpodopese. bbina oTMmedeHa accouuanus JIbIXaTEIbHBIX KOMIUIEKCOB B
3aBUCUMOCTH OT (PU3HUOJIOTHYECKOTO COCTOSHUS, 3T KOMILUIEKCHI OBLIIM Ha3BaHbI
«pecnpacomb» [202, 203]. JIprxaTtenpHble CyIEpKOMIUIEKCHI OBLIIH OMpeeIeHBl U
OXapaKTEepU30BaHbl B Pa3IMYHBIX OpraHW3Max M TkaHsx. Hampumep, onu Obun
UICHTUHUIIMPOBaHbI B meueHbl Kpbic [160], B Mo3sre kpswic [30, 180], B ckeneTHOI
myckynatype [79, 140] u 1.4. Takxe cynepKOMITIEKCH ObUTA WACHTH(PUIIMPOBAHBI

B rpubax [219], pactenusx [189] u GakTepusx [127].

1.1.7. Mexanu3Mbl pa300LIEHUS MUTOXOHAPHUATIEHON MEMOpPaHbI

PazoOmraromue Oenku MPEeACTaBISIIOT COO0O0M IIeJI0e CeMEUCTBO 5 OENKOB,
umenyembix UCP (1-5) [113, 128, 192]. PasoGmarommii Oenok UCP 1, wim
TEPMOI€HHH, MMEET MOJIEKYJIApHYI0 Maccy nopsanaka 33000 u Jiokaau30BaH BO
BHyTpeHHEl =~ MeMmOpaHe  MHUTOXOHAPUN  KOPUYHEBBIX  aJUIOLMTOB B
MIIeKONUTAMUX [64]. DTOT (epMEHT UTparoT KIFOUYEBYIO POJb B ajanTalyud K

X0JIOAY MO MCXAHU3MY YBCIIMYCHUA BHYTPUKICTOYHOTO COACPIKAHUA CBO60I[HBIX
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KUPHBIX KHUCJIOT, KOTOpbl€ CHHUMAIOT HMHTUOMPYIOMHMA 3(PGEKT MypHUHOBBIX
HykieotunoB Ha UCP 1, koTopelii B CBOIO OdYepedb pacceuBaeT
AIEKTPOXUMHUYECKUNA MOTEHIIMAJI BHYTPEHHEW MEMOpaHbl MUTOXOHJIPUI B TEILIO.
Taxxe UCP 1 611 nueHTHGUITMPOBaH B THMYCE [66].

benok UCP 2 umeer cxoACTBO IO aMUHOKHCIOTHOMY coctaBy ¢ UCP 1.
[TpenmoararoT, 4YTo 3TO OCIIOK YYaCTBYET B PEryyIsiuu HOpM MeTaboim3ma [236]
BCJIE/ICTBHE MTPOTOHHON yTEUKU Yepe3 BHYTPEHHIOIO MEMOpaHy MUTOXOHIPUM, YTO
3aTparuBaeT HEMOCPEACTBEHHBIM HIHEPreTUYECKUN BBIXOJ KJIETKU. BbIsBICHUE
¢ynkmuit UCP 2 Ha [aHHBIE MOMEHT OCYIIECTBIISIETCS MyTeM H3y4YeHUs
OKCIIPECCUH TeHAa, KOAMPYIOMIETO JTOT O€JIOK, a TaKKe IyTeM pEakiuu C
aHTUTEJIAMH, 3TO €IMHCTBEHHBIC METOIbl, CIIOCOOHBIC OTIMYUTH ITOT OEJOK OT
npyrux 6enkos cemerictBa UCP. UCP 2 — Hemmupoko pacnpocTpaHeHHBIN OEIOK B
TKaHSIX pa3jU4HbIX BHJIOB opraHu3MoB. Takxke, xapakrepHoit yeptoit UCP 2 mo
cpaBHeHuto ¢ Oeiaxkom UCP 1 sBusiercss ero KOpOTKHMH CpPOK KU3HHM, KOTOPBIU
onenuBaercs B 30 munyT [233].

benok UCP 3 BmepBbie Obu1 oTKpBIT boccom [235]. UCP 3 wame Bcero
JOKAJIM30BaH B CKEJETHOW MYCKyJaType H, KaK MpEearojiaraercs, y4acTBYeT B
BbIpaboTke Temia [66]. Taxke kak u OGemoxk UCP 2 o uMmeer kopoTkuii
KU3HCHHBIH 1MKJI, okojo 1 uaca [41]. UCP 3 Obul BBISBIEH B THUMYycCe, Kak
MPENOoIaraeTCs OH MOXKET y4acTBOBATh B PAa3BUTHH U JETCPMUHAIIUN TUMOIIUTOB
[122] u xoxe [92]. Dxcnpeccust 6enkoB UCP 4 1 UCP 5 B OoJbIIMHCTBE CIyJaeB
HaOmonaercs B HepBHOUM cucteme [113]. Onu umerot 30% romonoruu ¢ OeIKoM
UCP 1. ®ynkuusa 3tux O€lIKOB J0 KOHIA HE sICHO. Takxke Kak U Apyrue OeiKu
cemerictBa UCP, oHM TPUHUMAIOT y4acTHE B Pa300IICHIUN BHYTPEHHEH MEeMOpaHbI
MUTOXOHIPUM.

[lepBrie coobmenusa, uro UCP 4 npuHuMaer ywyacTHe B YCHJICHHU
POTOHHOM MPOBOIUMOCTH, MpoBeacHbl Mao [234]. B wactHOoCTH, OBLITIO TIOKA3aHO,
YTO CBEPXIKCIPECCHUS ITOr0 Ir'eHa CHUXKaeT MeMOpaHHbIM moteHuuan HEK293T
kieTok. [lomo6neit 3¢ dekT Hadbmoaancs u npu ceepxakcnpeccun oenka UCP 5 B

KJIeTKax HeupoOnacTombl. Ilpu 3TOoM cHmwxkaics Bbixoa Mojekya ATD ¢
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OJTHOBPEMEHHBIM ~ YBEIMUYEHHEM TIOTpeOJieHUsI MOJeKya Kuciopoxa [159].
WNuTepecHpie maHHBIC OBUIM TIOJYYCHBI MO WHTHOMPOBAHUIO CYKITMHATHOTO
neixanust 6eakoM UCP 4 ipu cBEpXdIKCIPECCUH ATOTO OeIKa, YTO MOKET TOBOPUTH
o oM, yTo UCP 4 npunHumaeT ydyacTHe B TPAHCHOPTE CYKIIMHATa B MAaTPUKC
MUTOXOHIPUM.

Oyakuu 1 Mexanu3Mm padotel 6enka UCP 1 umccrnenoBaHbl JOCTATOYHO
XOpOIIO Ha KIETOYHOM M CYOKJIETOYHOM YypoBHE. M3BECTHO, YTO IypHUHOBBIC
HYKJICOTHIBI SIBJISIFOTCS TOCTATOYHO CHIbHBIMU MHruouropamu UCP 1 [64]. Takke
BBISIBJICHA 3aBHUCHUMOCTH PabOTHI ATOTO Oeiaka OT CBOOOJHBIX KUPHBIX KHUCIOT,
KOTOPBIH HMMEIOT TPOTHUBOMOJIOKHBIA 3(P(EKT ¢ MypUHOBBIMH HYKICOTHIAMHU
[165]. MexaHHU3MBbI ACHCTBHUS KUPHBIX KUCIOT M MYPUHOBBIX HYKJICOTHIOB J0 CUX
MOp SBJITFOTCS CIIOPHBIMH BOTIPOCOM. JKHUpHBIC KHCIOTHI CMsT4aroT Sddext
JIEUCTBUS ITYPUHOBBIX HYKJICOTHJIOB, & TAKXKE MPUBOJIAT K YCUIICHUIO TTOTPEOJICHUS
Kuciopoga Mutoxouapusimu. «HoxaytupoBanubie» mbimd 1mo 6eiaky UCP 1 He
pearupoBaiv yCWICHUEM MOTPEOICHUsT KUCIopoaa Ha J0OaBKY HOpaJpeHaInHa B
OTIIMYME OT KOHTPOJbHBIX Tpymnm [64]. CylecTByloT JB€ OCHOBHBIE MOJIETHU
nercTBrus cBOOOAHBIX XKUPHBIX kucaoT Ha UCP 1. CorjmacHo mepBoW MoOJEiH,
MOJIYYHMBIICH Ha3BaHUE «IPOTOHO(POpPHAS MOJIETbY», MPOTOHUPOBAHHAS >KUPHAS
KHUCJIOTa CBOOOTHO TIPOXOJIUT Yepe3 BHYTPEHHIOI MEMOpaHy MUTOXOHAPUHN U yKe
BHYTPH MHUTOXOHJPHUHN JCTPOTOHUPYETCS, CHUXKAs TaKUM 00pa3oM MeMOpaHHBIN
noteHuan. Poos UCP 1 B 3ToM mpormecce 3akiarouaercss B 0OpaTHOM IEpEHOCE
JNENPOTOHUPOBAHHOW (opMbl kupHOUM kucnoTel [114]. Bydepnas wmoxens
npeanosaraer posib UCP 1, kak HEmocpeACTBEHHOrO IMEPEHOCUHMKa MPOTOHOB
yepe3 MeMOpaHy, a KUPHBIC KUCIOTHI 3/IeCh PacCMaTpUBAIOTCS, KaK KO(MaKTOPHI
[125]. DTa Momens MMEET HEKOTOPhIC MPOTUBOPEUHNs. B 4acTHOCTH, 10 CUX TOp HE
MOHSTHO, TIOYEMY >KHPHBIE KUCIIOTHI C JTTMHHOW IIENBI0 CIIOCOOHBI aKTUBUPOBATh
pazobmiaroniyto (QyHKIHIO Oenka, a KUPHBIE KHUCIOTHI C KOPOTKOW IIETIBIO
NPaKTUYECKU K OTOMY He CHnocoOHbl.  IIpoTHBOpeYMBBIM Takke OcCTaercs
MEXaHU3M B3aUMOJCUCTBUS CBOOOJHBIX JKHPHBIX KHCJIOT H ITyPHUHOBBIX

HYKJICOTHUOB. BOSMO}KHO, MCXKOY caTaMu CBS3bIBaHUsA Ociaka C ITYPUHOBBIMHA
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HYKJICOTHIAaMH W  JKUPHBIMH  KHCJIOTaMH  CYIIECTBYET  aJIOCTEPUUECKOE
B3aumoeicTue [93].

UCP 2 Ttaxke NpuHMMaeT y4yacTHE B pa300IICHUU BHYTPEHHEH MEMOpaHBI
MuToxoHApuid. OIHAKO, «HOKAYTUPOBAHHBIC» IO ATOMY T'€HY OPTaHU3MBI HE
MMEJU 3HAYUTENbHBIX (PU3UOJIOTHYECKUX OTIMYUN OT npupoaHbix Gopm [82]. Tor
ke cambiii dpdext Ob1 otmeuen u it UCP 3 [87]. B To ke Bpems
CBEpXIKCIIpeccus JTOro Oenlka TPUBOAMIA K  YCHWICHHIO  TPOTOHHOMN
MPOBOJIUMOCTH  BHYTPEHHEH MEMOpaHbl MHUTOXOHJPHUN, COIMPOBOXKIAEMOMN
(U3HOTOTUYECKUMH TTOCIICICTBUAME, TaKUMHU Kak moteps Beca [150]. Oxnako, Hr

UCP 2, au UCP 3 He cmocoOHBI KOMIEHCHPOBATh HEJAOCTAIOINIYI0 aKTUBHOCTD

UCP 1 [149].

1.1.8. Mexanu3msbl o6pazoBanusi AOK B MUTOXOHAPHUAX

AxtuBHbIe (hopmbl kKucioposa (ADK) npoaynupyrorcs B BUIE CYTIEPOKCH/I-
aHUOH paJuKalia MyTeM Hecleun(PUUEeCKUX peakiHil ¢ MOJIEKYJaMu KHCIOPOJa.
M3BeCTHO MHOXECTBO HEBPOJOTMYECKUX 3a00JIeBaHUM, aCCOUMHPOBAHHBIX C
npoaykuueir ADK [134]. B 1o xe Bpems, akTUBHBIE (DOPMBI KHCIOPOJA MOTYT
BBICTYNAaTh KaK BTOPUYHBIC MECCEH/DKEPHl B KICTOYHBIX mporeccax [237].
[Iponykmus ADK Owbuta wucciemoBana Ha  Bcex  koMmruiekcax — OTLI,
CyOMUTOXOHJIPHANIbHBIX YAaCTHIIAX W CaMUX MHUTOXOHAPUNA W3 PA3IAYHBIX
Oouonornueckux oO0bekToB. bbUIM  ycTaHOBIEHBI cyOcTpar crneuunduueckue
ocobenHoctu npoaykuuu A®K [228]. bonburyto poss B npoaykiuu ADK moxer
UTpaTh 3arpsi3HEHUS. UMW MUKPOCOMAJIbHOM (Dpakiveil KIeTKH, T.K. OHU COAepKaT
00JbIIIOe KOJMYECTBO AHTUOKCHUAAHTHBIX (PEpMEHTOB (KaTajiaza, MEpPOKCH]Ia3a).
Hpyras npobiema npu uzmepenun ADPK, npoayunpyemMbix MUTOXOHIPHUSIMH, 3TO
HEBO3MOXKHOCTh ONPECIUTh JOKAIU3ALNI0 UCTOUYHUKA MPOIYKIMH CYNEepOKCU-
aHMOH pajuKaja Ha BHyTpEeHHEH MeMOpaHe MUTOXOHJAPHH, T.€. B KAKyI0 CTOPOHY
ocymectBisiercss Bbiopoc ADK - B wmarpukc wim B MexXMeMOpaHHOE

npocTpancTBO. ['maBHbIM  oOpa3zom, A®K wu3mepsercs ¢  MOMOUIBIO
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dyopectienTHOrO peakTrBa Amplex Red u gepmeHTa nmepokcumasa, KOTOPHIE IO
I[N peakuii PearupyroT ¢ MepeKuchio Boopoa [32].

I'maBHBIMU HcTOuHHKaMu ADK B kimerkax sBisitoTcs komiieke | u [ DTL]
mutoxoHapuii. A®PK wmoryr renepupoBarbes kommuiekcom | OTL[ B aByx
pa3IMYHBIX COCTOSIHUSIX. B mepBoM ciiydae reHepaiusi TPOUCXOIUT MPU MPSIMOM
TpaHcnopte ekTpoHoB. [Tponykuus ADK pe3ko BozpacTaeT mpu 100aBICHUHN K
MUTOXOHJIpHSIM POTEHOHA, KOTOpBIN cBsi3biBaeTcss B Q-caiite [98]. Bo BTOpOM
ciydae reneparusi AOK mpoucxoaut Bo Bpemsi 0OpaTHOTO MepeHoca dJIEKTPOHOB
or komruiekca Il OTII [241]. mst sToro mporecca HEOOXOIWM BBICOKHI
MeMOpaHHbI oTeHIHa. [IpoayKkius akTUBHBIX OpM KHUCIOpoAa KOMIUIEKCOM |
OTLl Owbula wWccienoBaHa kak Ha  BeiaeneHHoM  depmente (HAJIH-
yOMXUHOHOKCHIOpeayKkTaza) [175], Tak m Ha WHTAKTHBIX MHUTOXOHApusax [139,
229]. Taxxke mponykius ADK Obplna ucclieioBaHa Ha CYOMHUTOXOHAPHATBHBIX
yactunax [5]. [Ipu Beipabotke ADK xommuiexkcom | OTIL peakTuBHBIE (HOPMBI
KHCIIOPOJia MOCTYNAT B MAaTPUKC MUTOXOHAPHA. B 3amuTe MUTOXOHAPHUATEHOTO
MaTpUKCa OT HETaTUBHOTO JEUCTBUS aKTUBHBIX (POPM KHUCTOpOAa MPUHUMAET
y4acTHE  TEPOKCUPENOKCMH 3 M IIEPOKCHPENOKCHMH 5, a  TakKxke
IJIyTaTHOHIICPOKCH/1a3a U BOCCTAHOBJICHHBIN TIIyTaTHOH [246].

KimtoueByto poiib  mpu  MOPOAYKIIMU  aKTUBHBIX (GOpM  KHUCIOPOJa,
npoayuupyemMbix komiuiekcoM | OTL Bo BpeMs mpsiMoro nepeHoca 3J1€KTPOHOB,
urpaet ¢aBuaMoHOHYKIeoTH ] (PMH) [231]. dnaBUHOBBINA paguKal U KeJe30-
CEpHBIC KJACTEPhl MOTYT SBIATBCS JIOHOPAMHU JUISI  OJHODJIEKTPOHHOTO
BOCCTaHOBJICHUS  Kuciopojga [81]. MemOpaHHbII MOTEHIMAT  OKa3bIBaeT
HEOOJIBIIIOe CTUMYJIMPYIOIIEE IEUCTBHUE MIPHU MPSIMOM MEPEHOCE dIEKTPOHOB Yepe3
kommieke | OTII [84]. OpnHako, CymecTBYIOT COOOIICHUS O BBICOKOM
cTumynupyoiiem dhdexte MmemOpanHoro noternuana (Ay) Ha npoaykuto ADK B
MHUTOXOHAPHUSIX Mo3ra Mbiriei [211].

Emé B 1977 Obul0O 1OKa3aHO, YTO CYyNEpOKCUI (GopMHpyeTcs B
yOUXHHOHOJIOBOM IIGHTpPE IMTOXpOMOB D u c¢; [176]. Beuio ormeueHo, d4ro

CYNEPOKCUJAHUHOH PaJUKaJIbl TPOAYLHUPYIOTCS Ha 00€ CTOPOHBI BHYTPEHHEU
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MeMOpanbl MuTOXOHIpuH [162]. Taxxke OBIIO MOKa3aHO, YTO BBICOKUU
MEMOpaHHBIA TOTCHIIMAI MOXXET CYIIECTBEHHO YCHWJIUTHh MPOIYKIINIO aKTHBHBIX
dbopm kuciopoga B koMmiuiekce 3 [138]. DTo ObUIO OOBSICHEHO 3aMeJICHUEM
IepeHOca AJIEKTPOHOB OT BBICOKOMOTEHIIMAILHOTO 1uToxpoMa b k N-caiity Q-
nukina. B oOmem Buae wmexanusm oOpaszoBanus ADK B kommiekce |l
NPEACTaBICH MO CIEAylolIe cxeme: WHruOupoBaHue yOuxuHOHa B P-caiite
yOMXWHOHOBOTO  IMKJIA  AHTHMHIIMHOM, JHOO  BBICOKUM  MEMOpPaHHBIM
MOTEHIIMAJIOM TMPUBOAUT K TOMY, YTO SJEKTPOHBI HAMPABIAIOTCA B OOpaTHYIO
CTOPOHY K BBICOKOIIOTCHIIMAILHOMY ITUTOXpoMy D, , TeM camMbIM yBEIWYHBas
BpeMs KM3HH M HaKOIUICHHE YOECEeMHWXWHOHA, KOTOPHIM CIIOCOOCH HaNpPSIMYIO
pearupoBath € MOJEKYyJaMH KHUCJIOPOJa, MPUBOAS HMX K OJHORJIEKTPOHHOMY
BOCCTAHOBJICHHIO i 00pa30BaHUIO CylepoKcHaannoHpaaukania [40, 216].

[{uToxpoMm C Ha TaHHBIA MOMEHT TAaK)KE€ PacCMaTPHUBACTCS, KAK BO3ZMOMXHBIM
redeparop ADK B murtoxonapusx. B ocobeHHocTH B MaTtou3MOIOTHUYECKHUX
ycnoBusx [226]. ATd-cuHTeTa’a MOXKET NPUHUMATH YYacTHE B TPOIYKIUH
aKTUBHBIX (OPM KHCIOpOJa IyTEM IMOBBIINICHUS MEMOPaHHOTO TOTEHIIHAIA,
KOTOPBIM CTUMYJIMPYET MPOAYKIUIO Kak Ha koMmIuiekce |, Tak u Ha komruiekce ||
OTL. Onuromunue ycuausaet npoaykiuio ADK [83].

HenaBHo mosiBUIMCH COOOIIEHHS O BO3MOKHOCTH TPOJIYKIIMU AKTUBHBIX
dopm kucmopoaa komruiekcoM |l DTL[ muroxonmpuii [118]. D10 enuHCTBEHHBIN
KOMIIJIEKC B 3JIEKTPOH-TPAHCIIOPTHOM I1ETTH, KOTOPHIN MPUHUMAET YIaCTHE B ITUKIIC
KpebGca u He criocoOeH nepekauynBath NpoTOHbI. [Ipu BO3elCTBUM HHTHOUTOPA Ha
komiuiekc Il OTIL[ mponykius A®K yBenuumBaercs B Q,-caiite [83].
YOuUXWUHOHOBBIN IyJ1 HWMEET CcaMOe€ CYIIECTBEHHOE 3HAUYCHHE B TEHEpAINH

aKTUBHBIX (POPM KHCIIOPOJIA.
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1.2. Katabonm4eckue mporecchl B JIETaTeIbHBIX MBIIIIaX HACEKOMBIX

1.2.1. O0mas xapakTepUCTHUKA OKUCIUTEIBHOTO META00IM3Ma HACEKOMBIX

[Ton€T — BBICOKOYYBCTBUTEIBHBIM K SHEPrud IMpolecc, TPpeOyronui
OBICTpOIl  MOOMIM3AlMKM  SHEPTeTUYECKUX PECYpCOB, TPAHCIOPTUPOBKY U
TpaHcopMaruio dHeprun noTpedasemoit nuiy B sHepruo AT®. B meradonusm
BXOJST BCE OHOXMMHUYECKHE pEaKlMH, MPOUCXOAAIIMe B opraHusme. B
JIETATEIbHBIX MBIIIIAX HACEKOMBIX OOJBIIMHCTBO M3 ITHUX PEAKIUMW HAMpaBJICHO
Ha MOOMJIM3AIINIO 3a[TaCEHHON YHEPTUU B SHEPTUIO MOJETA.

Y HEKOTOPHIX HACEKOMBIX, TAKUX Kak MscHas myxa (Diptera) u B HeKOTOpBIX
HAacEeKOMBIX oTpsiga Hymenoptera moné€r — caMblil SHEPTETUYECKU WUHTCHCUBHBIN
MpoIeCC Ha eIMHUIYy Macchl. [I4é€nbl BO BpeMs MNPOJOJLKUTEIBHOTO MOJIETA
cxuratoT 10 2400 kamopuil Ha TpamM JeTaTeldbHBIX MBI B Yac [244]. B To
BpeMs KaKk B MBIIIIAX KOJUOpU TaKOW MOKaszaTesb cocTaBisieT 125 kamopuii Ha
rpaMm JetaTenbHbX MbI B 4ac [103]. YpoBens meTabonm3mMa B JieTaTeabHBIX
MbIax muén B 30 pa3 BhIlIE, YEM B MBIIIIAX HATPEHUPOBAHHOTO JIETKOATIIETA
[214]. Taxxe OTIMYUTETHHON YEPTOW HACEKOMBIX SBJSCTCS PE3KOe HapalluBaHHE
METa0OJIMYECKUX HOPM B TMEpBble CEKyHAbl Mojéra. KoHTposib HacekoMbIMHU
OBICTPOTO TEPEKIIOYCHHUSI BBICOKMX METa0OJMYECKUX HOPM BBI3bIBACT OOJIBIION
Hay4yHbIil uMHTepec. KacaTtenbHO MNpBIralolMX HACEKOMBIX IMPUMEYATENIbHO, 4YTO
ypoBeHb MeTaboJiM3Ma BO BpeMs MpbIXKKa Bo3pactaeT Oojee yeM B 100 pa3 mo
CPaBHEHHUIO C COCTOSIHMEM TOKos. MsicHas myxa Lucilia sericata notpebnsier B
cpeadem 30-50 Mk O,/MUH/TpaMM MaccChl B COCTOSTHUU TOKOSI, B TO BpeMsI KaK BO
BpeMs NoJiéTa 3TOT nokazareib coctapisier 1600-3000 mxn O,/MuUH/TpaMM Macchl
[78]. Takum 06pa3om, CKOPOCTh IbIXaHHS BO BPeMs MOJIETA MOXKET YBEIHMUNBATHCS
B 100 pa3 mo cpaBHeHHio ¢ ToKoeM. CKOpocTb MOTpeOJieHUs] KHUCIOpoaa B
COCTOSIHUM TIOKOSI Y MOJH Bapbupyet ot 7 10 12 mxn O,/MUH/TpaMM Macchl, BO
BpeMs ToJIéTa 3TOT ke Mokazarenb coctapisier 700-1600 mxn Oy/MuH/rpamMm

MacCCBI.
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Hacexomblie CIOCOOHBI MCHOJIB30BATh Pa3IMYHBbIE MCTOYHHKH DHEPTUU BO
BpeMs mon€Ta. Bce OHM B KOHEYHOM WTOTE TPAHCPOPMHUPYIOTCS B MOJIEKYJIBI
AT®. Ilpu 5TOM HHTEPECHBIM SIBISETCS TOT (DaKT, YTO, BO3MOXKHO, MOJIEKYJa
AT® nHe cymecTByeT Oosbiie 1 ceKyHBI B MBIIIIIAX HACEKOMOTO [63].

B HacekOMBIX CyIIECTBYeT [Ba KPYIHBIX METaOOJMYECKHX pe3epBa:
Tperajgo3a M TJIMKOTeH. Tperamo3a — aucaxapull, B KOTOPOM JIBE MOJICKYJIbI
[JIFOKO3bI CBsI3aHbl o-1,1 cBsa3bio (puc. 1.). Tperano3a ObICTpO CHHTE3UpPYETCA U3 2-

X MOJICKYJI I'NIFOKO3bI CPa3y IIOCJIC IICPCBAPHUBAHUA ITUIIIH.

CH,OH

Puc. 1. Monekyna tperano3sl.

I'emonuM@da u KUPOBOE TEJNO COCTABISIOT OCHOBHOM MCTOYHHUK YTIIEBOOB
JUIT HaceKoMbIX. OjHako, HEOOJIbIIME KOJIMYECTBAa TPErajgo3bl W TJIUKOTeHa
MPEACTAaBICHBl B  MYCKyJlax  HAaceKOMBIX. Tperamo3a MOXeT  OBICTPO
MEeTa0O0JIM3UPOBATHCS B 2 MOJIEKYJIBI TJIFOKO3bI. YTJIEBO/IbI, KAK HCTOYHUK YHEPTHUH,
B OCHOBHOM MCIOJIB3YIOTCS ~ TPEJACTABUTEISIMU  OTpsiia  JBYKPBUIBIX U
MEePENOHYATOKPBUIBIX, YTOOBI Toanaepkarh moaér oT 30 MHHYT 70 2 4YacoB B
3aBUCHUMOCTH OT BHUa U pa3Mepa HacekoMoro. CojaepkaHue TJIMKOTeHa B TOpaKkcax
MSICHOM MYXHW cocTaBiisieT B cpemHem 10-15 mr/rpamm maccel Topakca [121].
['moko3a MOXET OBITh 00pa3oBaHAa M3 MOJIEKYJbI TJIMKOT€Ha C TOMOIIBIO
dbepmenTa riaukoreHdocdopusazpl. ITOT (HEPMEHT MPEICTABICH B MBIIIIAX B
HEaKTHBHON (opme — riaukoreHdochopunaza b, HO MOXKET aKTHBU3UPOBATHCS,

npeBpaiasich B rimkoreHdocdopuiasy a.
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1.2.2. 'MUKOAUTUYECKHUI MYTh B JIETATEIbHBIX MBIIIIAX HACEKOMBIX

['mukonmu3  —  mporecc, TPU  KOTOPOM  HACEKOMBIE  HAYWHAIOT
MeTaboIM3UpOBaTh TOK03y. OH CXOJEH C MpolleccamH, MPOUCXOASIIMMHU B
JIPYTUX OpPTaHW3Max, C OJHUM Pa3IMYUEM - TIUKOJIM3 B JICTATEIHHBIX MBIIIIAX
HAaCEKOMBIX Bcerjga a’poOHbIi mporecc. [lockonbKy TpaxeoipHas CHUCTEMaA
JIBIXaHWS HACEKOMBIX IO3BOJISIET M30€KaTh KUCIOPOAHOro ronopaHus. Jpyrou
OTIUYUTEIPHOW OCOOCHHOCTHIO HACEKOMBIX SIBJISICTCS MEXaHWU3M pereHepariuu
HAJIH. KomumuecTBo 1wmromnasMatudeckoro HAJI® B JeTaTeNbHBIX MBIIIIIAX
HaceKoMbIX orpaHmueHHo. HAJI' B 5ToM ciydae pereHepupyercsl depes
runepodi-3docdarHplii MATTI, a HE Yepe3 00pa30BaHME JaKTaTa, Kak 3TO UMEET
MECTO Y MJICKOITUTAIONIUX U IPYTUX OPTaHU3MOB.

[IpeBpamenne ¢Gpykro30-6-pochar Bo PpykTo30-1,6-mudochar oxna w3
caMbIX OOJIBIIMX TOYEK KOHTPOJIS YIIIEBOJHOTO MeTaboyM3Ma B HAaCEKOMbIX. AT®
uHrHOUpyeT GhochodpyKTOKMHAZY, BBIICICHHYIO U3 JIETATEIBLHBIX MBIIII] MSICHON
myxu. CHmwxenne AT® akrtuBusupyer depmeHT. Taxxe ¢dochodpyKTOKMHA3A
akTuBH3UpyeTcs AM®, HeoprannueckuM (ocdaTom u nukianueckum AM® [242]

®pykT030-1,6-gudocdar mpeBpamaercs B TiHNEpadbAeTua-3-gochar u
nuokcuarieroHgocdar. ITH JIBa KOMIIOHEHTa MOTYT B3aUMHO MPEBpaIiaThCs APyT
B Jpyra c¢ mnomomisio ¢epmenta Tpuozodocharuzomepassl.  OkucieHue
riunepanpaerua-3-gochara B 1,3-mudocdornmmepar ovdeHb BaXKHBIA OITaIll,
TMIOCKONBKY OH TpebyeT NpucyTCTBHE Heopranmdeckoro gocdara u HAJ'.
Heoprannueckuii ¢pochat MOKET TUMUTUPOBATH ATy peakiuto. B aToi peakiuu 2
AJIIEKTPOHA U 2 TPOTOHA BO3BPAILAIOTCS C TIHLEpaibAerua-3-gocdara, 4ToObI
okucauthess 70 1,3-nudocdormunepara. Monexkyna HAJI®  npunumaer
BOCCTAaHOBUTEJIbHBIE dKBUBajIeHThl. Ecmu pamee HAJIH He oxwucasercs B
MUTOXOHJPUM, OHa JOMKHA ObITh peokucnuHa B HAJI'. Ho, BHyTpeHHss
MeMOpaHa MMTOXOHJPUH HpakTHdeckd He npoHuuaema mns HAJ', HAJ®,
HAJIH n HAJI®H [196, 199]. Takum o6Gpa3oM, IUTOIIa3MAaTHUYECKUN MEXaHU3M

HeobXomuMm a1 perenepanmn HAJ['. B kmeTkax OONBIIMHCTBA OPraHU3MOB
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TaKOBBIM MEXAHU3MOM SIBJISIETCSI TIEPEHOC BOCCTAHOBHUTEIBHBIX JKBHBAJICHTOB Ha
NUpyBaT C OKHWCJICHHEM TIIOCJIEIHEr0o B JIakTaT. B jeTaTenbHBIX MBIIIIIAX
HACEKOMBIX BBICOKOAKTHBEH JIpyroil (QepMeHT — I[UTOoIIa3MaThudeckas o-
riunepodocdaTaeruaporenasa, KoTopas KaTalusupyeT pereHepanuio HAJT'
HAMHOTO OBICTpEE, YeM 3TO JIeTIAET JIAKTaTAeTUpOoreHasa.

['munepon-3-gochar He aKKymylaupyercs B LHUTOIUIa3ME€ JIETATENbHBIX
MBI HACEKOMBIX. B MbImmax Myx KOHIEHTparus riaumepon-3-pocdara
cocTaBiisieT 2 MM Kak B COCTOSIHUM IIOKOs, Tak U Bo Bpems monéra [198]. C
MaKCUMaJbHO BO3MOXXHOW CKOpPOCTBIO THIEpoia-3-hochar mpoHmkaer depes
BHEILIHIOK MEMOpPaHy MUTOXOHJpPHI K BHEUIHEH CTOPOHE BHYTPEHHEW MeMOpaHbI
U okucisiercs B auruapokcuaneroHpochar DAJI-cBA3aHHBIM  (PEepPMEHTOM
MUTOXOHJPHAIBHON  Tiumepoii-3-pocdaraeruaporeHason. dnaBonpoTen
MPUHUMAET 2 AJIEKTPOHA W 2 MPOTOHA, KOTOPBIE 3aTEM MOCTYNAIOT B 3JEKTPOH-
TPAHCIOPTHYIO IIE€Mb MUTOXOHJPHM. BBICOKYIO CKOPOCTh BCEX MEPEUMCICHHBIX
MIPOIIECCOB 00ECTIEYNBACT PsI/i IBOJIOLMOHHBIX OMOXMMHUYECKHUX aanTalllil TaKuX
KaK, BBICOKAs aKTUBHOCTD [IUTOTIIa3MaTUIECKOM TJIUIepos-3-
dbocdharneruporenaspbl, JOKAIM3alKUs AaKTUBHOTO IIEHTpPa MHUTOXOHIpUAIbLHON
riuiepoii-3-gocdaraerugporeHasbl Ha BHEITHEH CTOpOHE BHYTPEHHEW MEMOpaHbI
MUTOXOHJPUM, a TaKXKe BBICOKAS JOCTYITHOCTh KHCJIOPO/AA, KOHIIEHTpAIIUs
KOTOpPOrO HE JIMMUTHUPYET CKOPOCTh IiepeHoca dnekTpoHoB B  OTLI.
Jurunpoxcuarierondocdar O6picTpo nudPyHIupyeT yepe3 BHEIIHIOW MeMOpaHy
MHUTOXOHJIpUM B LUTOIUIa3My. Upe3BblyaliHas Ba)XHOCTb JaHHOIO MEXaHU3Ma
obuto nokazana Ha Drosophila melanogaster, MyTaHTbI KOTOPBIX HE HMEIH
[IUTOTUIa3MATHIECKYIO TIIHIIEPOII-3-hochaTaeruiporeHasy u ObUIH HE CIIOCOOHBI K
noJIETy M3-3a TOTO, YTO HE MorH obecreunTh perenepaiuio ATD B nuromnazme
[50, 73]. Peakuuu OKHCIEHHS W BOCCTaHOBICHHS rimuepon-3-pocdara B

IIUTOIUIa3ME U B MUTOXOHPUH HOCHUT ITUKIMUYECKHUI xapakTep (puc. 2).
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Puc. 2. Peakumm OKHCICHUS W BOCCTAaHOBJICHHE TIHIEpOJ-3-docdaTta B

MUTOINNIaA3MC U B MUTOXOHAPHAX.

Oxkucnenue auruapokcuareToHdocdara U3 TINHKOIU3a C  TOMOIIBIO
riepoii-3-gocaTHoro maTmIa M OKUCICHHE IHiepaibaerua-3-gocdara Ha
BTOPOM 3Talle MIMKOJIM3a MPUBOAUT K Makcumuzanuu 1ukia Kpeoca. Cam no cebe
rmnepost-3-GpochaTHeI MATTIA MPUBOAUT K oOpazoBanuio 4 moneir ATD nHa 1
MOJIb TJIFOKO3bI. [Ipy 3TOM BO BTOPOI CTaAMM TIIMKOJIM3a 00pasyercs 4 MOJICKYJIbI
AT® B pesynbraTe cyocTparHoro ochopuimpoBanusi. Takum obpazom, 8 Moien
AT® moxer ObITh 00pa3oBaHO M3 | MOJS TIIOKO3BI B PE3yJibTaTe TIUKOIU3A,
MIPOUCXOJISIIIETO B JIETATEIbHBIX MBIIIIAX HaceKoMbIX. [Ipu 3TOM, ecnu Monekya
TJIIOKO3bI  ObUTa TOMy4YeHa M3 MOJIEKYJbl TPErajo3bl, TO JOMOJHUTEIHHO
3aTpaunBaeTcsa 2 moiiekysbl AT® Ha rupoin3 Tperaao3bl U CyMMapHBI BBIXO]I
TIUKoIn3a coctaBisieT 6 Monekyn AT®, ecnu ke MoJieKyna TIIOKO3bI Oblia
MOJIy4eHa W3 TJIMKOTEHA, TO 3aTpadyMBacTCs TOJbKO ofHa Moiiekyna ATD u
CYMMapHBIN BBIXOJ| TJIMKOJIM3a B 3TOM cilydae ocTaBisieT 7 Moaekyn ATO.

Baxnocts riunepoin-3-gocdarHoro marria MOpeanojaracT — Haldudue
pEryisaTOpoB ero akTuBHOCTH. CBOOOIHBIE MOHBI KAJIBIUS U, BO3MOXKHO, MarHus
BOXHBI B CTUMYJISALIMK MeTaboim3Ma ruiepoti-3-docdara. DTIA uHrndéuposan
aKTUBHOCTD IJIUIEpoJi-3-hocdaraeruiporeHasbl, HO ’TOT HHTHOUPYIOMIHM Y PexT

CHIMAJICS JOIIONHHUTEIBHBIM o0aBkamu Ca>" u Mg”* [90].
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B nerarenpHBIX MBIIIAX MIMeNel OOHAPYKUBAETCS BBICOKAS aKTHBHOCTH
bpykrozobudochotazer, npumepno B 30 pa3 Bblle, YeM B JPYrUX TKaHIX.
OnHOBpeMEHHO C OTHM HaOJIOAaeTcss JIOBOJBHO BBICOKAs AKTUBHOCTH
dochobpykTokuHaszpl. DpykTo3zobmdocdoTaza B JIETATEIBHBIX MBIIIIAX HE
uHruoupyercss AMP B oTiimume ot Apyrux TkaHeil. OTu 1Ba (hepMeHTa BOBJICUEHBI
B TaK Ha3bIBaeMbIl (DyTHIIBHBINA IUKJ, BKIFOYAIOIMINN B ce0sl B3aUMONPEBPAIICHUS
bpykrozobudochoTazsl B hochodpykToknHazy 1, HAOOOPOT, IPU OJHOM 000pOTE
3TOTO LWKJIA 3arpauuBaeTcs onHa Mousiekyna AT® [209]. IIpeanonoxuTensHo —
ATO MEXAHM3M BHIPAOOTKH TEIUIA IIMEJSIMU B MTOKOE, KOT/Ia JICTATEIHHBIE MBIIIIIBI
HE COKpaIalTcs. BBIKIIIOUEHHE 3TOro IMKJIA BO BpeMsl TI0JE€Ta OCYIIECTBISICTCS
vomamu  Ca’*, KOTOpBIA BBHICBOGOXK/IAETCS B IUTOIMNA3My H HMHTHOHpYeT

aKTUBHOCTH (ppykTO300HdochoTasbl [222].

1.2.3. Ocobennoctu GhyHKIMOHUpOBaHUS 1uKIa KpeOca B eTaTenbHbIX MBIIIIaX

HAaCCKOMBIX

JIBa mpoJyKTa IJIMKOJIM3a B HACEKOMBIX (MHPYBaT W THIeposi-3-hocdar)
ObicTpo momanalT B MuTOXOHApuU [197]. [luTomnmazMaTudeckuii mupyBatT
aKKyMyJUpyeTcsi cpa3y I[ocjie Hadajga [oséra M3-3a pe3Koro Hayvasna
dbynkuunonuposanus mukia Kpedca. bonapmmacTBO cyOcTparoB nukia Kpedeca He
Cpady MeTab0ONM3UPYIOTCA MHUTOXOHIPUSMU HACEKOMBIX, BO3MOXHO H3-3a
OTCYTCTBHUSI IIEPEHOCUUKOB BO BHYTpEeHHENH MeMOpaHe MUTOXOHApUi. CyKIMHAT B
HEKOTOPBIX BHJIaX HACEKOMBIX METa0OJIM3UPYETCsl cpaszy Mocie MEepeHoca ero
yepe3 BHYTPEHHIOW MeMOpaHy MUTOXOHApui. OpHako IN VIVO MHTEpMEIHATHI
00pa3yroTcsi BHYTPH MUTOXOHAPUN U UX MEPEHOC Yepe3 BHYTPEHHIOID MEeMOpaHy
He TpeOyeTtcs. [loTepsi mepeHOCUNKOB BO BHYTPEHHEW MeMOpaHe MUTOXOHIPHUM —
aJlaliTUBHAs YepTa, KOTOpas MO3BOJISET MOAJIEPKUBATH BBICOKYIO KOHIIEHTPALIUIO
UHTEPMEINATOB BHYTPH MUTOXOHJIPHM, HE TO3BOJSII MM TIOKHHYTH MAaTpPUKC
opranesi. depMeHT MUpyBaTAETUIPOreHa3a CYIIECTBYET B JIETATEIbHBIX MBIIIIIAX

HAaCEeKOMBIX B HeakTHUBHOW (ochopunupoBanHoit (opme U B aKTHUBHOU
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nedochopmmpoBanHot  ¢opme.  AxktuBupyrommii - nepexox  [IJIIT w3
dbochopunupoBanHoir  ¢opMmbel B 1edhocHOpIIMPOBAHHYIO  OCYIIECTBISICTCS
depmenTom (ocdaTasoit, KOTOpsIl B cBOI0 ouepens aktmBupyercss Ca®'. Bxon
NMpyBaTa B MUTOXOHJIPUIO OMOCPEAOBAaH €ro NMpPEeBpPAIIEHUEM B alETUI-KO3H3UM
A, B HaceKOMBIX JaHHBIM MPOLECC INPOUCXOAUT AHAJOTUYHO, KaK U B APYTHX
OpranuM3max. OTambl IpeBpalleHus] nHTepMeauaToB B nukie Kpebca moapoOHO
WCCIICIOBAHBI HAa PA3IMYHBIX TUIIAX MATOXOHIpui [131].

CylecTBYIOT HECKOJBKO KOHTPOJBHBIX Touek B wHukie Kpebca B
JeTaTeNbHBIX  MBINIIAX ~ HACeKOMBbIX.  M3onmTparmeruaporenasa  (HAJL'-
OTIOCPEIOBaHHBIN (PepMEHT) — HanboJiee 3HAUUMBII PETyIATOpHbIN ydacTok [105,
249]. ®epmeHT nHrHOUpyeTcs: BHICOKMMH KOoHLEHTpausiMu AT® u aktuBupyercs
mzouutpatom, AJl® wu Heopramumueckum ¢ocparom. KoHueHTpauuu u
otHocuTenbHble ypoBHU ATD, AJI® u AM® wurparoT BaXHEHIIYyIO pOJb B
peryisiuuu MeTtadoJiu3Ma B HACEKOMBIX, TaKXe KaK W B JPYTUX OpraHu3Max.
JlerarenpHble MbIIIBI P. regina comepxur 6,9, 1,5 u 0,13 MKMOJIB/TpaMM CBIPOH
Maccel AT®O, AJI® u AM® coorBerctBeHHo [198]. Ilocme Hauvana momnéra
koHueHTpauss AT® ObicTpo nagaer, B To BpeMs kKak koHueHTpauuu AJlD, AMO

1 Heopranuveckoro ¢ocdara pacryr.

1.2.4. DneKTpOH-TPAHCIIOPTHAS IIEMTbh MUTOXOHAPUNA HACEKOMBIX

DONEeKTPOH-TPAHCIIOPTHAST LENb MHUTOXOHJPUI HACEKOMBIX CXOJHA C
OpraHM3MaMM Jpyrux cucreMarndeckux rpynn [195].  MwuTtoxoHapuu
JIeTaTeNIbHBIX MBI HACeKOMBIX He TpoHuuaemsl it HAJL" u HAJIH, nostomy
UTOIJIa3MaTHYECKHE HYKJICOTHUbI HE MPOXOJIAT Yepe3 BHYTPEHHIOI MeMOpaHy
mutoxoHapuii. Jleruaporenasusiii HAJ[ -cBA3aHHBI KOMILIEKC 4YacTO CBA3aH C
BHYTpeHHEHl MemOpaHoil mutoxoHapuil. [nunepoin-3-gocdaraeruaporeHasa
CBSI3aHAa C BHEIIHEHl CTOPOHOW BHYTpPEHHEW MeMOpaHbl MHUTOXOHApuid. Kak wu
Jpyrue LUTOXPOMbI, KOdH3UM Q MNpUHMMAeT OAMH 3MeKTpoH. Lluroxpomsr —

Oenku, coaepkalue B aKTUBHOM ILIEHTpe aTOMbI kene3a. Kene3zo B remonumde
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HACEKOMBIX JOCTYIHO ¢ MOMOUIbI0 Fe-nepeHocsmero 6enka — TpaHcgeprHa, a B
JIPYTUX TKAHSIX C TIOMOIIBIO 3armacHoro 0enka — pepputuna [164]. Oqna Monexyia
J1000T0 IMTOXPOMA MOKET MPUHUMATH TOJIBKO OJMH DJIEKTPOH. ATOMBI KeJe3a,
colepKaidecs: B IIUTOXPOME, HEMOCPEACTBEHHO MPUHUMAIOT W OTAAIOT
snexTpoHsl. Fe® mpesparmaercst B Fe* npu mepenate s1eKTpoHOB M0 KabHEIICH
LENH MMEPEHOCYUKOB. JTU MPOIECCHI ONMOCPEAOBAHBI IEPEKAUKON MMPOTOHOB YEPE3
BHYTPEHHIOIO MEMOpaHy MHUTOXOHApUil. Bce IUTOXpOMBI MMEIOT WJECHTUYHbIC
MOTJIONIAIOIIHE XaPAKTEPHCTUKH B PeAyLHPOBAHHOM cocTosHuu. L{uToxpom C>' B
HACEKOMBIX Morjomaet mpu 551 HM. B m03BOHOUHBIX IUTOXPOM B 3TOM MO3UIUA
MMEHYETCA KaK [IUTOXPOM C1, U €r0 MAKCHUMYM IOTJIOIIEHUS] COCTAsIBIET 554 HM,
3TO TOBOPHUT O TOM, YTO UMEIOTCS JIUIIb HE3HAUUTEIbHBIE PA3INYUs B IUTOXPOMAX
MEK]Ty HACEKOMBIMH ¥ TTO3BOHOYHBIMU.

[{uToxpom c, creAyIomuii mar B Mociae10BaTeIbHOCTH MEPEHOCYUKOB, ObLI
M30JIMPOBAH U3 MHOYKECTBA OPraHM3MOB, BKJIKOYAas HACEKOMbIX. J[Ba mocieTHHUX
nuroxpoMa B OTIL[ BXOAST B HUTOXPOMOKCHIA3Y. DJIEKTPOHBI MEPEHOCATCS OT
IUTOXpOMa a K IUTOXPOMY az U 3aTeM Ha aToMmbl Kuciopona. HeoOxomumbie
MPOTOHBI ISl (POPMUPOBAHUS MOJEKYJ BOABI OEpyTCS U3 MHUTOXOHIPHUATBLHOTO
MaTpukca. MeTabonuueckass BoJa SIBISETCA BaXXHEHIIMM pPECcypcoM s
HACEKOMBIX, 0COOCHHO KMBYIIUX B 3aCYIUIUBBIX IPUPOJIHBIX 30HAX.

NMeercst  HECKONBKO  TOYEK B  I€NM  MEpPEeHOca  DJIEKTPOHOB,
conpoBoxaarommumca cuHTe3oM AT®. IlepBwiii cuaTe3 AT® mpoucxogut mpu
nepenaue s1ektpoHoB oT HAJIH k @A/, Oto npoucxoaut, korna GAJl 6eper Ha
ce0s DJIEKTPOHBI BO BpeMs (DYHKIITMOHUPOBAHUS TIHIEPoJi-3-hochaTHOro martia.
Bropoii stanm cuntesa AT® mnpoucxoauTt, Korga 2 MOJEKYJbl IMTOXpoMa D
[IEPEHOCAT JJIEKTPOHBI HA JIBE€ MOJIEKYJBl LUTOXpoma cC. DUHAIBHBIA JTall
dbopmupoBanus AT® npoucxoauT mpu nepeaade dAEKTPOHOB OT IUTOXpPOMA az K
KHCIIOpPOZy C oOpa3oBaHHEeM BOABI (C TMEPEHOCOM JBYX TIPOTOHOB W3
MUTOXOHJpHUAILHOTO MaTpukca). Hacekomble, Kak W JApyrue OpraHU3MBbI,
CIIOCOOHBI ycBamBaTh TOJBKO 40% dHEPTrUM TIIOKO3BI B MPOIECCE OKUCIICHUSI.

Xots AC€TaJIn CHHTC3a ATD B MUTOXOHAPHUAX HACCKOMBIX HEC JOCTATOYHO
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OMHMCAaHbI, MOXHO C YBEPEHHOCTHIO TOBOPUTH, YTO XEMHOCMOTHYECKAs TEOPHS
MuTdemia UMeeT MECTO B MUTOXOHIPUSX HACEKOMBIX.

OU3MO0NOTHYECKHE TPOIECChI, MPOUCXOIANIUE B MUTOXOHAPHUAX, U3YUYEHBI
Ha psJie HACEKOMBIX, B YacTHOCTH B npo3odwmrax [158], mscHout myxe [77],
komapax [148], muenax [156] u ap. MeToAMKY MO BBIACICHUIO MUTOXOHJIPUN W3
HACEKOMBIX MOTYT BapbHUpOBaTh KaK IO COCTaBY CPE/bl BBIJCICHHS U MPOMBIBKU
MUTOXOHJPHMA, TaK W MO METOJWKAM HHKYOAIIMM MUTOXOHAPUN TPH H3MEPEHUH
WHTEHCUBHOCTU JbIxaHus, nponaykiuu A®DK, MeMmOpaHHOro mOTEHIHANA,
nakorwtenns Ca®* u mp. KpoMe TOro, MHTOXOHIPHH M3 OPraHH3MOB Pa3IHUHBIX
TaKCOHOMUYECKHX TPYIIT HMMEIOT pa3Hble NPEANOYTCHHs B cyOcTpaTax s
komiiekca | OTLI.

B Hacrosiiee BpeMs UCCIEI0BaHbl XapaKTEPUCTUKH JbIXaHUS U MPOTYKIIHH
A®K wmutoxonapuit u3 Drosophila melanogaster. MakcuManbHbIC HOPMBI
JIBIXaHUS HAOMIOJAIUCh Ha cyOcTpaTe MUPYBATHIPOIUH (IbIXaTEIbHBIM KOHTPOJIb
Ipy 3TOM BapbupoBaid OT 9 1o 17), 4ro OBUIO CYIIECTBEHHO BBILIE YE€M Ha
cyocrpate a-riunepodedar (apIxaTeabHbI KOHTPOIb MPU 3TOM BapbUPOBAI OT
1,9 no 3), B o Bpems kak npoaykuust ADK npu asixanuu Ha o-riumepodocdare
MHOTOKpaTHO TmpeBbimana npoaykiuioo ADK Ha cybcrpaTe mnupyBaT-+HIpOJIUH
[158]. B nccaenoBanusx bpanga [218] ouenuBanoch BiausHue uHruOutopos DTI]
Ha CKOPOCTh TPOIYKIIMHA TEPOKCHAA BOJAOPOAA, a TaKKE BIUSHHUE DK30TCHHO
nobasnennort COJl Ha mpoaykiuio mepekucu. POTEHOH yCuIMBaI MPOAYKITUIO
nepokcuaa Bomopona 0Oe3 mpobaBnenuss COJl B 4,04 pasa npu AbIXaHUM Ha
cyOcTpare nupyBaT+mupoiuH, a npu nodasinenuu COJI B 18 pa3. [Ipoaykuus H,0,
CHW)XKaJIach TPHU M00ABJICHUM POTCHOHA NpPU JbIXaHWW Ha o-riaurepodocdare.
HaunGomnbmiee ctuMynupyromiee 1elicTBHE Ha MPOMYKIMIO MEPOKCUAa BOAOpOaa B
MPUCYTCTBHUH o-TyHnepodocdara oka3pIBall aHTUMUIIAH A.

JlpixaHue MUTOXOHIpUN Ha cykumHate y  Drosophila melanogaster
MPAKTUYECKU OTCYTCTBYET, YTO OOBSACHATCS paHee MOITYYEHHBIMH JAHHBIMH I10
cllaboMy TPOHUKHOBEHHUIO  CyKIMHaTa 4epe3 BHYTPEHHIOI  MeMOpaHy

MUTOXOHJIPUI, a JbIXaHHWE Ha cyOcTpaTax MNUPYBAT+HIPOJWH M MPUBYT+MajaT
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UMEIOT CXOJIHBIE CKOPOCTH [IbIXaHHMSI W COOTBETCTBYIOIIETO JbIXaTE€IbHOTO
koHTpouIs [33].

boumn  uccrenoBaHbl MPEANOUTEHUS B CyOCTpaTax MUTOXOHAPUNA MYyXH
Sarcophaga barbata. HauGosbimme ckopocTu nbixanus depe3 komiuiekc 1 OTL]
HAOMIOMAINCh Ha CyOCTpaTax NUPYBAaT+HIPOJIWMH M TupyBartmanar. Ilpu stom
CKOPOCTH JbIXaHHWS MHTOXOHJIpUH Ha TUpyBare, MPOJMHE M Majlare [0
OTJEIBHOCTH OBUIM B HECKOJIBKO pa3 HIDKE, YeM MPHU COUETAaHUH ITHX CyOCTpaToOB.
MakcumanbHble CKOPOCTH  JIbIXaHHUS HAOMIOAAIUCh B  MPUCYTCTBUU  O-
rimnepodocdarta [208].

PsanoM aBTOpoB OBUIO BBISIBIEHO BIMSHUE CYOCTpPAaTOB Ha JIbIXaHHE
MUTOXOHJPUIA JIETaTeNBHBIX MBI capaHyu [215]. B otiauume ot apyrux
HAaCEKOMBIX, MX OpraHeIbl XOpOIIO OKHUCISIIOT MaJlbMUTOWI-KaPHUTHH, YTO
CBUJIETEILCTBYET O TOM, YTO B JIETATENbHBIX MBIIIIAX CAPAaHYU MPOUCXOIUT
okucieHue aunuaoB. CaMble BHICOKHE CKOPOCTH JIBIXaHUS y CapaHUd XapaKTEePHBI
st nupyBata.  OxucineHue rauuepodocdara MNPOUCXOJUT C  MEHBIIMMHU
CKOPOCTAMHM, a JbIXaHHE Ha CyOcTpare NHUpyBaT+MalaT U MHPYBAT HMEIOT
OJIMHAKOBBIE CKOPOCTU JbIXaHUs. CTOUT OTMETUTH, YTO MHUTOXOHAPUU CapaHUU
OKHCIISIOT CYKIMHAT U MPOJIMH, OJIHAKO C MEHBIIUMU CKOPOCTSIMH.

HccnenoBaHo mpeanoyTeHue B CyOcTpaTax MUTOXOHAPUI KIETOYHOM JIMHUU
KoMmapa. HauOonbmie CKOpOCTH JAbIXaHWs HaAOIIOJAIUCh Ha IUTpaTe U
U30LIUTpaTe, MEHbIIE Ha MPOJUHE U o-riauiepodocdare U eme MeHbIIe Ha
nupyBare, Majare, TIJIyTamare M riayramar+manar. Takke MUTOXOHAPUU
KJICTOYHOM JTMHUM KOMapa CIIOCOOHBI OKUCIIATH CykuuHaT [148].

VYcTaHOBICHO, UTO JBIXaHWE MHTOXOHJPUN  JICTATENBHBIX  MBIIIII
KOJIOPAJCKOTO yKa HaumOoliee CUJIbHOE B MPHUCYTCTBUU MPOJWHA, MPU 3TOM
JbIXaTeNbHBIM KOHTPOJIb cocTaBuil 26,9. B TOo ke BpeMs MUTOXOHJIIpUU
KOJIOPAJICKOTO KYKa OKUCISUIA O-Tauiepodocdar ¢ MEHbIIUMUA CKOPOCTSIMHU, YEM
IPOJIMH U puyBaT+Majar [126].

AMUHOKHUCIIOTa MPOJMH — Ba)KHEHIIee METab0INYECKOe TOILTUBO ISl MyX

[59, 60], xomopanckoro skyka [126, 243], HEKOTOPBIX KYKOB H3 CEMEHCTBa
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Scarabaeidae [172] u HekoTopbiX XykoB cemelictBa Cerambycidae [97] u np.
[TomHOE OKMCIIEHWE TIPOJUHA COMPOBOXKAaeTCs cuHTe30M 14 Moneit AT®D/1 monb
poarHa. BO3MOXHOCTH OKHUCIEHHS IIPOJIMHA B MUTOXOHAPHUAX HACEKOMBIX
CBSI3aHA C MPAKTUYECKU OE3JTMMHTHBIM 3alacoM Kuciaopoia. MeTtaboaudecKuii
IyTh OKHCIICHUS TpojiuHa mpemioxked bypcemom [62]. CoryacHo mpemioKeHHOM
CXeMe, MPOJUH BXOIUT B MUTOXOHAPUIO U OKUCISAETCS 10 IilyTaMara ¢ [MOMOIIBIO
BBICOKOAKTUBHOTO ()epMEHTa — TPOJMHICTUIPOTeHA3bl, JIOKAJTU30BAaHHOW B
MHUTOXOHJIPUSIX JIETATEJIbHBIX MBIIIL HEKOTOPBIX HaceKoMbIX. DiaBornporenH
IIPUHAMAET JBa DJJIEKTpOHA MW JBa IMpOTOHA. [Jyramar moaBepraercs
TPaHCAMUHUPOBAHUIO C MUPYBATOM ¢ 00pPa30BAHMEM O-KETOINIyTapaTa U ajlaHHHA.
[Ipu »sTOM o-KeToriiyTapar — HOPMaJibHBIM KOMMOHEHT 1ukia KpeOca.
CdopmupoBaBIIMIiCS allaHUH OBICTPO TMEPEHOCHUTCA W3 JIETATENIbHBIX MBI B
KUPOBOE TENO, TI€ INPHUCOEIUHAS 2 aTOMa yIiepoJa B PE3yJIbTaTe OKHUCICHUS
KUPHBIX KHUCIIOT, BHOBBH IpeBpaiiaercs B nupyBar. OOpa3oBaBIIMIACS MHPYBAT
BHOBb MOXET OBbITh HANPABIICH B JI€TaTEJIbHbIE MBILIIbI. TakuM 00pa3oM, MPOJIMH
MOXET OBITh BOBJICUEH B OKHCIICHHE JKMPHBIX KUCIOT [63]. Jlo cux mop He sCHO,
MOYEeMY HACEKOMBbIE M30pajii OKUCJIEHHE MPOJIMHA, KAK MCTOYHUKA DHEPIHM IS
nosiéra, T.K. OKHUCJIEHHME TJIIOKO3bl M JIMIHUIOB JAIOT OOJIBIINI BBIXOJ MOJIEKYI
AT®. B03MOXHO, OKHCJIEHUE MPOJIMHA SIBISIETCS ITYCKOBBIM MEXaHM3MOM JIJIsi
Havasa pyHkImoHupoBaHus nukia Kpeodca.

OxuciieHHEe TpOoJMHA KOHTPOJIUPYETCA KIETOYHbIM ypoBHEM AJlD.
YBennunBaromuiics yposeHb AP, cTUMynHpyeT OKHCIEHHE NpojuHa. B 1O
BpeMsl Kak TJlyTaMaT TOPMO3MUT IPOLECC OKHUCIEHUS IPOJIMHA IO MPUHLMILY
oOpaTHOM CBsI3M, WHTHOUPYS TNpoJuHAeruaporeHasy. CTUMYNIALUS OKHUCICHUS
npoiguHa AJI®, BO3MOXKHO, SIBISETCS KOHTPOJBHOM TOUKOW B KaTaboiu3me

HAaCCKOMBIX BO BpEMs OCYHICCTBJICHUA MmoJeTa.
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1.2.5. Jlunuibl KaK UCTOYHUK SHEPTUU ISl TOJIETAa HACEKOMBIX

B3pocneie Lepidoptera u Hexotopeie Orthoptera crmocoGHBI HCITOJIB30BATh
KUPHBIE KHCJIOTAa B KAauyeCTBE HCTOYHUKA HHEPTrUU BO BpeMsl MOJNETa. OTH
OpraHU3Mbl UMEIOT 3HAYUTEIIBHBIN 3amac JIUMHUI0B U MOTYT OCYIIECTBIISThH MOJET
3HAYUTEIILHO JIOJIBIIIE, YeM OpPTaHW3MBbI, HCIIOJB3YIONINE YTJICBOJbI B KAa4ECTBE
UCTOYHUKA SHEPruu id mojiéra. Bce >KMpHBIE KUCIOTHI HaxXoIsATCS B ¢opme
TPUAIMITIIUIIEPOJIOB B JKUPOBOM TEJIE€ M, TaKUM 00pa3oM, TEpell OKHCICHUEM
JKUPHBIX KHCJIOT OHHM JOJKHBI OBITh M3BJICUEHBI W3 JKUPOBOTO Tela U
TPAaHCIIOPTUPOBAHBI B  MBIMIIBI  HACEKOMBIX. BBICBOOOXKICHUE  JIMIMHIOB
KOHTPOJUPYETCS TENTHUAHBIM TOPMOHOM (aIUITOKWHETHYECKHA TOopMoH). OnH
aKTUBHPYET JIMMAa3y, KOTOpas BBICBOOOXKIACT IUAIMITIUIEPOIbI U3 >KUPOBOTO
Tena. JIManuirrIeposbl TPAaHCTIOPTUPYIOTCS Yepe3 TeMoauMdy B JeTaTeIbHBIC
MBIIIIBl HACEKOMBIX. [[pyras numasza, JOKaJu30BaHHAs B MBIIIIAX HACEKOMBIX,
pacHieTIIeT JUAIMITIUIEPOSIbl ¢ 00pa3oBaHueM 2 KUPHBIX kucioT. Karabommsm
YKUPHBIX KACIIOT MPOXOAUT B MUTOXOH/IPHUSX.

AUTIOKMHETUYECKU TOPMOH —  JEKalenTHl, CUHTE3UPYEeMbId B
HEHPOCEKPETOPHBIX KJIETKaX. MeXaHu3M CTUMYJISIINA CUHTE3a TOPMOHA JI0 KOHIIA
HE SICEH, HO BO3MOXHO JTOT TPOIECC CBSI3aH C aKTUBALMEH MYCKYJIaTyphl.
AJMTIOKMHETUYECKHUI TOPMOH ObUT M30JUPOBAH U3 HacekombIx. [lenTun umeer ot
8 nmo 10 aMHUHOKHCIIOT, B 3aBHCHMOCTH OT BHJAa HACEKOMOTo. THIHUYHOM
CTPYKTYpOi TOpPMOHA Yy CapaH4d SIBJISAECTCS CIEAYIoIIas MOCIeA0BaTeIbHOCTh
aMUHOKHCJIOT: TPUOHHH-TIMITUH-TPUNITOGaH-acTIaparuH-MPOJTUH-TPHOHNH-
(dbeHnnanaHH-acraparuy JEUIHH.

Hacekomple TpaHCOPTUPYIOT JUOUABI B TeMoiduM(de C TOMOIIBIO
JUTIOTIPOTEUHOBIO KOMIUIeKca — JmnodopuHa. MHOXKECTBO JIUIUIAOB OBLIO
oOHapy>keHO B JTUNO(GOPUHOBHIX KOMIUIEKCaX, BKItouUas (HOChHONUMHUABI, TPU- U
JTUTIIALEPOJIBI. XOTS CTPYKTypa JUNO(GOPUHOB MOKET BapbUPOBATh, OHU HMEIOT
oOrmue uyepThl: THAPOGHOOHOE SAPO, CoAEpIKAIIEe ATOMBI YTIIIEPOIbl, CPETHUN CIIOH,

COCTOSIIIMKA W3  JUAIIMITJIMLEPOJIOB, BHEWIHUN cioil  gochomunumoB u
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anoaUnpoTenioB.  JIMMmopopuH  MOXKET MEePEeHOCUTh JIMOUABl KAk M3
MUIIEBAPUTEIIBHON CHCTEMBI, TaK U M3 KUPOBOTO Tella Hacekombix [69, 70. 136,
193].

MemOpaHo-cBsi3aHHasl JMMa3a B TKaHAX JICTATENBHBIX MBI HMEET
BBICOKOE CPOJCTBO K AuanuirinieposaMm. OHa BICBOOOKIAET )KUPHbBIE KUCIOTHI U
rinuuepos [135]. ['muiepos, moaydeHHbIN B pe3ysibTaTe TUpOoJin3a, MOKET ObITh
dbochopunupoBaH 1 MEeTa0OJIM3UPOBAH B SHEPTHIO (KaK TiHIeposi-3-hocdar) wim
TPaHCIIOPTUPOBATbCS B JKUPOBOE TEJIO, IAE€ OH BHOBb IIPEBpAILACTCS B
Tpuarauuepona.  CBoOOAHBIE  JKUPHBIE ~ KHUCJIOTBI  CBSI3BIBAIOTCS €
BHYTPHUKJICTOYHBIM O€IIKOM B KIeTKax capandu S. gregaria [107], xoTopsbrii
IIOMOTaeT UM JIBUTaThCs CKBO3b BOJIHYIO CPEly B LIUTOIUIA3ME KIETKH K MECTY HUX
MeTaboiu3Ma B MHUTOXOHJIpUSAX. OKHUCIEHHE XUPHBIX KUCIOT B MUTOXOHAPUIX
HAaCEKOMBIX COCTOUT U3 HECKOJIBKUX 3TAIOB:

1. AxTUBanUs )KUPHBIX KUCIOT B [IUTOIIA3ME MBIIIEYHBIX KJIETOK U UX BXOJ
B MHUTOXOHJpHUIO. JKUpHBIE KHUCJIOTBI B ULUTOIUIa3ME OOpa3yloT KOMIUIEKC C
KapHUTHUHOM JIJIsl TOTO, YTOOBI TPOHUKHYTh B MUTOXOHpHIO. Peakius akTuBaum
JKAPHBIX KUCJIOT 3HEPreTUYECKH JKBUBAJEHTa ruaposnsy 2 monekyn AT®, npu
atoM ¢opmupyercsi AM® u nudochar. C BHYTpeHHEH CTOPOHBI BHYTpPEHHEH
MeMOpaHbl MUTOXOHJIPUA KapHUTUH OTCOEIUHSETCS W JKUpHas KHUCJIOTa
bopmupyeT KOMILIEKC ¢ KOAH3UMOM A. Jlanee >kupHas KUCI0Ta MOJIBEPraeTcsl Tak
Ha3bIBAEMOMY [3-OKHCIICHHUIO;

2. JlermaporeHauusi >KUPHBIX KHCJIOT, omnocpenoBaHHas DAJ[. B sroi
peakuuu oOpasyercs NBOMHAs CBS3b C OJHOBpeMEHHBbIM mpeBpamienuem DA/ B
®AJTH,, KOTOpbIN EPEHOCUT BIAEKTPOHBI MO 1ienu nepeHocynkoB DTL;

3. I'maparamus KXUpHBIX KHCJIOT. Bojga B3auMOAEHCTBYET C KUPHBIMHU
KHUCJIOTaMU 0€3 BBIJICIICHHSI SHEPTUH;

4. JlerumporeHanus SKMpHBIX kucioT c¢ ydactuem HAJI'. B mepenoce
31eKTpoHOB npuHuMaeT ydactue HAJL', o6pasyercs HAJIH, koTopslii 3arem

okucinsercs B DTL. OOpa3zyercs B-keTopopma KUPHON KUCIOTHI,
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5. HemocpenctBernHo [B-kerodopma. Anerun-CoA, CBS3aHHBIA C KUPHOU
KUCJIOTOM, B3aUMOACHCTBYET C KOBH3UMOM A, TIpu 3TOM 0O0pa3yercs
MOJIHOIEHHBIN cBoOOAHBIN areTmn-CoA.  Jlamee, ykopodeHHas Ha 2 aroma
yriiepoja >KUpHasi KUCJIOTa MPOXOIUT BhIIIENepeUncaeHHbIe dTanbl. AneTuin-CoA
okucsercs B ukie Kpeoca.

MeTabosu3M SKUPHBIX KHUCJIOT JAeT BBIXOJ DHEPrUU BBIIIE, YEM IPHU
okucienun riaoko3bl. Kaxnaeiii ®AJIH, npuBoauT k 00pa3oBaHHUIO 2 MOJIEKYJ
ATO, xaxnas monekyna HAJIH npuBomut k obpazoBanuto 3 monekyn ATO.
Auerun-CoA npuBoautr kK oOpazoBanuto 12 monekyn ATD npu okucieHun B
nukie Kpebca. Tak, k mpumepy, OKUCICHUE MaJTbMUTUHOBOW >KUPHOU KHUCIOTHI
npuBoaAUT K oOpa3zoBanuio 131 monekynsl AT®. Ho peanbHbIil BBIXOJ COCTaBUT
129 monekyn AT®, 1.x. 2 AT® notpedyroTcs s aKTUBAIMK KUPHON KUCIOTBHI.
[Iponynupyembii AT® wucnosb3yeTcsi HACEKOMBIMH B Ipollecce MOJIETa.
Mertabonuueckas Boga (oOpasyercs 108 wmomekyn H,O npu okucieHuu

MaJbMHUTHHOBOM KI/ICJ'IOTBI) TAKIKC NCIIOJIb3YCTCA HACCKOMBIMMU.

1.2.6. O6pazoBanune ADK B KileTKaX HACEKOMBIX

MuToxoHapUK — BaKHEHIITNE KIETOYHBIE OPTaHeIIbl, KOTOPbIe HHTEHCHUBHO
JIBIIIAT U PUHUMAIOT aKTUBHOE YYaCTHE B YHEPTETUYECKOM METa00IM3Me KIIETOK.
B cpemHeM B KIeTKax MUTOXOHApUAMH ycBauBaercs A0 85-90% Bcero
noTpebneHHoro kuciopona [124]. OTo HEW30€KHO NPUBOAUT K MPOIYKIIUU
akTUBHBIX (opMm kuciopoma (ADK). CampIM TIIaBHBIM HCTOYHHUKOM aKTHBHBIX
dbopm kucnopona ssisiercs DTL[ muroxonapuit [35]. Taxxke, npoxykuuss ADK
MOET OCYIIECTBISATHCA (epMeHTaMU MHUKpocoM M miepokcucom [205]. N30bITOK
aKTUBHBIX ()OPM KHCIIOPOJIa BHI3BIBAET OKUCIUTEIBHBINA CTPECC B KJIETKAX JKUBBIX
oprann3mMoB [38]. OOmMEnpUHATHIM SBISETCS MHEHHE, 4YTO B HOPMaJIbHOM
cocTostHUM KieTku Ha mnpoaykiuo A®K wuaer nopsaka 2% oT Bcero

noTpedIeHHOro Kuciopoaa [67].
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Cpenn  HAceKOMBIX  MPOAYKIUIO  aKTUBHBIX  (OpM  KHCIOpoJa
MUTOXOH/IPUSIMH U3ydJaJld TOJIBKO Ha oHOM 00BbekTe — Drosophila melanogaster.
Tak, ObUIO BBISIBJICHO, YTO HAaWOOJBIIUN BKJIAJ B MPOAYKIUIO aKTUBHBIX (Popm
kuciopona y aposzo¢pun BHocuT komruieke | OTLI, kak mpu mpsiMoM mepeHoce
SJIEKTPOHOB, TaK U mpu oOpaTHOM TpaHcmopte [201]. ABTopamu ObLIO MOKa3aHO,
YTO POTEHOH MpeKpalail MPOAYKIMIO aKTUBHBIX (OPM KHCIOPOJa Npu 00paTHOM
TpaHCIIOpTE JJIEKTpOHOB. B japyroit pabore [218] Obuto oTMeueHo, YTO O-
rauuepodocBaTAECTUAPOreHa3a 00eCceuynBaeT CaMyl0 MHTEHCUBHYIO NPOJYKIUIO
aKTUBHBIX ()OPM KHCIOPOJa Ha KOMIUIEKCE 3 B MPUCYTCTBUH aHTUMUIIMHA, TIPH
3TOM CalT MPOIYKIMHM pAaclojaraeTcss Ha HUTO30JbHOW CTOPOHE BHYTpPEHHEH
MeMOpaHbl MHUTOXOHIpUW, B TO BpeMsa kak kommiekc | OTL[ mpoxgyumpyer
aKTUBHBIE (OPMBI KHCIOpOJa HAa MATPUYHOW CTOPOHE BHYTPEHHEW MEMOpaHBI
MUTOXOHJpHUM. ABTOpPHI OTMEHarOT, yTo mnpoaykuus H,O, mpu apixanuu Ha o-
rnuuepodocdare 6e3 n0OaBieHNUs MHTMOMTOPOB TAKXKE BBILIE, YEM Ha JPYrHX
cyOctparax. B psnme pabotr paccMmarpuBaiack 3aBUCUMOCTh mpoaykuuun ADK ot
OPOAODKUTEIBHOCTH  JKM3HU. MyTaHTbl Apo30pHiI €O  CBEpXIKCIpeccuen
aJICHUHHYKJICOTHATPAHCIIOKA3bl MMENM MEHbBINE HOPMBI MPOAYKIIMH aKTHBHBIX
dopM kuciopoaa (IMOCKOJIbKY HMMETU MOHWKEHHBbIH MeMOpaHHBIH MOTEHLHANT
MUTOXOHJIpUM), OIHAKO MPOJOJKUTEIBHOCTh JKH3HU OSTUX OPraHU3MOB HE
yBemuumnachk [130]. OtcyTcTBHE KOppeNsUH TMPOIYKIIUU AaKTHUBHBIX (OpM
KUCIIOPOJIAa C TMPOJOJDKHUTENIbHOCThIO km3HuM D. melanogaster Taxke ObLIO
OTMEYCHO B Apyroi padore [158].

Heo0xoaumMo OTMETUTH, YTO HET JAHHBIX MO MPOAYKIMH aKTHUBHBIX (OpM
KUCJIOPOJIa  MUTOXOHAPHUSMH  TaKOTO  BAXXHEWIIETrOo Ui XO35MCTBEHHOU
JIESITEIIbHOCTH YeJIOBEKa KJlacca HaceKOMBIX, kak Hymenoptera (muensl, mMenn u
T.1.). IHTepecHBIM SBISETCS pACCMOTPEHUE CUTYAIlMH B SBOJIIOLIMOHHOM aCIEKTe.

JIbIxaHhe HAaCeKOMBIX OYEHb MHTEHCHBHOE. Tpaxeu NMPOHU3BIBAIOT BCE MX
TEJ0 M MOCTABJISIIOT KUCJIOPOJ KJIETKaM CO CKOPOCTBIO OOJIbINEH, YeM 3TO MOIJIa
Obl caenath KpoBb. [loTpebiieHne Kuciopoaa JeTaTeNbHBIMH — MBIIIIIAMH

HACCKOMBIX MABIACTCA CaMbIM HWHTCHCHBHBIM H3 BCCX HN3BCCTHBIX KHBOTHBIX,
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IpUYeM BO BpeMms MoJsieTa NoTpeOaeHre KUCI0opoia MOKET BO3pacTaTh Oojiee 4eM
B 100 pa3 [78].

VY HaceKOMBIX W3BECTEH TaK HAa3bIBAEMbIN IMPEPHIBUCTBIA THUIl JIbIXaHUS,
KOI/Ia KJIAllaHbl TO 3aKpbIBAIOT, TO OTKPBIBAIOT TPAXEOJbl. IDTO MPOLECC
XapaKTepeH TOJIbKO BO BpeMs Mokos. Kak oka3anoch, 3TOT MEXaHMU3M CO3JaH s
n30eranys KJIETKaMU HACEKOMBIX TOKCHYECKOIro 3(QeKra Kuciopoaa, KOTOPBIH
MOJKET TOBPEAUTHh KJIETOUHbIE KOMIIOHEHTHI BO BpeMs mokost [110], a me mnsa
HSKOHOMMH BOJIbI, KaK IPEIIOJIaraly paHee.

CrapeHue KOMHATHBIX MYyX BBIPA)KEHO OKCHIATHUBHBIM MOBPEXKICHUEM
OEIKOB B KJIETKE H B YacTHOCTH OEJIKOB MEMOpaHbl MUTOXOHJPUHU.
AccoMupoBaHHOE C BO3pPacCTOM OKHCIUTENBHOE ITOBPEXKICHHE HOCUT HE
CIly4ailHbli{, a HaNpaBJICHHBIA XapakTep. OJTO BbIpaKaeTcsi B KapOOHUIIBHOU
Monupukanuu ~ OenkoB.  AJIGHMHHYKJICOTHATpaHCIOKa3a —  OeloK B
MUTOXOHJIpHAJILHOM MeMOpaHe, KOTOpbIM IMOKa3al YEeTKYI0 3aBHCHUMOCTb
coJiep>kaHusl KapOOHWJIOB B Oe€JIke OT BO3pacTa, MPUYEM 3TO KOPPEIHPOBAIO C
norepeil HyHKIIMOHAIBHON aKTMBHOCTH. JKCHo3umus Hacekombix B 100% O,, a
Takke o0paboTka muroxoHapuii ADK in Vitro BeI3Basia 0ojiee MHTEHCHUBHOE
okucicHue 0enkoB [247].

MuToxoHApHalIbHas AKOHUTATTUApaTa3a TaKKe SBIIAETCS MHUIIEHBIO JUIS
A®K y komHaTHbIXx MyX. Coaepkanre KapOOHUIIBHBIX IPYNIUPOBOK (MPU3HAKOB
OKHUCJIMTEIILHOTO TOBpexkIeHus1) B Moiekyine Al O0puio Ha 50% Beime y 15-
JHEBHBIX MyX, 4eM y 5- u 10-IHEBHBIX, IPU 3TOM AKTUBHOCTH (epmeHTa 15-
JHEBHBIX MyX yYMEHbIIWIACHL Ha 62% 1O CpPaBHEHHMIO C 7-THEBHBIMH, IPUYEM
CYIIIECTBEHHOE Ta/IcHIE aKTUBHOCTH Habmomanock ¢ 10 aus. [248].

AKTHBHO JICTAIoNe D. melanogaster UMCIOT MEHBIITYIO
MPOJIOKUTEILHOCTh kKU3HK (Ha 31%), yeM He neTaromue ocoOM, a TakKKe
NOBBIIICHHYIO TPOIYKIHUIO aKTHBHBIX (OPM KHCIOpOAA M YBEIMYEHHOE IO
CPaBHEHHIO C KOHTPOJIEM OKHUCIMTEIbHOE IOBPEXKICHHE Kak O€IKOB, TaK U

JIMITHAJIOB, 9TO TOBOPUT O BeICOKOM npoaykiun ADK Bo Bpems monéra [94].
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1.3. O0m1as xapakTeprucTUKa aHTHOKCUIAHTHOW CHCTEMBI

1.3.1. AktuBHBIE (POPMBI KUCIOPOAA U MEXAHU3MBI 3aIUTHI KJIETOK OT €T0

MTOBPEXKIAIOIIETO ACHCTBUS

B xone mporecca 3Boironuu cpopMupoBaigach BhIpaKEHHAs 3aBHCHMOCTH
METa0OJMYECKUX CHUCTEM YeJIOBEKa M OOJBIIMHCTBA HA3EMHBIX >KUBOTHBIX OT
JIOCTAaTOYHOTO TOCTYIUICHUSI KHUCIOpoja B kieTku. [Ipedensl konebaHuil Mexmy
YPOBHSIMM MAaKCHUMAaJbHOTO U MUHHUMAJIBHOTO TMOCTYIUIEHUSI KUCJIOPOJa B KJIETKU
SBIIAIOTCS JUHAMUYECKMMM II0Ka3aTeIsIMU M OIpPENessoTCs Kak creundukon
CTPYKTYpPbl U (DYHKIIMM KJIETOK WM TKaHEH, TaK 1 METa0O0JIMYECKON aKTUBHOCTBIO
BHYTPH KJIETOK B JaHHBI MOMEHT [7].

3HAUWTENpHAs YacTh KHUCJIOPOJA IOJABEPraeTcs B KIETKax 2-X — U 3-X
AJIIEKTPOHHOMY BOCCTAaHOBJIEHUIO B MUTOXOHJPHSIX Ha €€ BHYTPEHHEW MEMOpaHe C
y4acTHUEeM IIMTOXPOMOB U (epMmeHnta muroxpoMokcuaassl. Mcrounukom ADK
TaKK€ MOTYT OBITh PEAKIUHU, KaTaIu3upyembie ITUTOXpoMoM P-450, koTopbIii
yalie BCEro JIOKAJM30BaH B MUKPOCOMAIbHOW (PpaKUMU KIETOK, Y KUBOTHBIX OH
COCpPEOTOYEH B TENaTrouuTax IEeYeHUu. B 1HTO3051€ KIETOK CYNEpPOKCHJ aHHOH—
pajuKall TCHePUPYET B pe3ysibTaTe pabOThl KCAHTHHOKCHIA3bI [22].

Bospacranue pagukanbHbIX  (GOpM  KHCIOpOJa  HaOMoAaeTcss  IpH
UHTEHCUBHOM 1mocTymieHnn O; B KIETKy, a TakXke MpH HapyLIEHUU
(GyHKIIMOHHPOBaHUS paboThl MUTOXOHApHabEHOU DTL] [225].

B mnacrosmee Bpems m3BecTHO Oonee 8000 peaKTUBHBIX COCIMHCHUM,
NPUHUMAIOIIMX Yy4YacTHE B IHpolLleccax IepeHoca 3JIEKTPOHOB B OpraHU3MeE.
PeakTUBHOCTh 3THX COEIMHEHHM OO0YyCIOBJI€HAa HAJIMYMEM Ha BHEIIHEH opOuTe
MOJIEKYJIbI ~ HECHApeHHOro  3JIeKTpoHAa. IIpHHATO  BBIOENATH  PEAKTUBHBIE
paJuKaIbHble U PEaKTUBHbIC HEPAJIUKAIbHbIE COCIMHEHHUS], U3 KOTOPbIX Hauboiee
AKTHUBHBIMHU  SIBJSIFOTCSL  COGAMHEHHWS a30Ta, Kuciaopoma, u xjopa [104].
Cynepokcuabl 00pa3yroTcsl C Y4aCTHEM KJIETOYHBIX OKCHUAA3HBIX CHUCTEM, TaKUX

kak kcaHtuHokcuaassl 1 HAJI®H-okcuaasel. [lanee cynepoKCubl NPUHUMAIOT

45



y4acTHEe B PEaKIUsIX C OOpa30BaHMEM paA3JIMYHBIX PEAKTHBHBIX COCAMHEHUI:
MIEPOKCUHUTPHT, TICPOKCHJ] BOJIOPOIa, TUITOXJIOpHAS KUCIoTa U T.1. [144].

Panee Obl10O TOKa3aHO, YTO MPOAYKIMS CBOOOJHBIX  PaJMKaJIOB
YBEIIMYMBAECTCSA C YBEIMYECHUEM TPAHCMEMOpPAHHOTO MOTEHIMAIa BHYTPEHHEH
MeMmOpanbl MuTOXOHIpUH [137]. AxTUBHBIN Bkiaa B mpoayknuio ADK BHocuT
oOpaTHBIH mepeHoc A1eKTpoHoB [155].

Ha naHHBII MOMEHT BBIJICIISIIOT HECKOJIBKO YPOBHEM 3allMThl KJIETOK
HYKapHoOT OT aKTUBHBIX (HOPM KUCIOpPOAA, KOTOPHIE MOTYT OBITh IPEICTABIICHbI
CICAYIONIMM 00pa3oM: BO-TEPBBIX, ATO CHUCTEMHas 3allliTa KJIETOK 3a CYeT
cHWKeHUs HanpsbkeHus O, B TKaHAX 1O CPaBHGHHUIO C €T0 COJCPKAHWEM B
BO3/yX€; BO-BTOPBIX, o0ecreyeHue B  1mpouecce 4-X  BIEKTPOHHOIO
BOCCTAHOBJICHHMS OCHOBHOW Macchl BHyTpuKjIeTouHOTO O, ¢ ydactrem (epMeHTa
IIUTOXPOMOKCHIa3bl 0€3 OCBOOOXKIEHUS CBOOOIHBIX PAIUKAJIOB; B-TPETHUX —
dbepMeHTaTUBHOE yaalieHne 00pa30BaBIINXCS CYNEPOKCHIHOTO aHHOH-paJuKaa u
MEPOKCHJIa BOJOPOJIA; B-UYETBEPTHIX - HAIMUME TaK Ha3bIBAEMbIX AaHTUOKCUJIAHTOB,
KOTOpbIE YJIaBIMBAIOT aKTHUBHBIE (DOPMBI KHCIOPOJa; B-TIATHIX — (PEPMEHTATUBHOE
BOCCTAHOBJICHHE THIPOIIEPEKUCEH TTOJMHEHACHIIIICHHBIX KUPHBIX KUCIO0T [17].

Hucno coenrHeHni, KOTOpbIE OTHOCATCS K aHTUOKCUIAHTaM, pacter. B 1o
e BpeMsi, HET 00IIel YHUBEpCaTbHOM KIaCCU(UKAIIMK aHTUOKCHUIAHTOB.

HexoTopbiMu  aBTOpamM  MOpEANpPUHSITA  TOMBITKA  KiaccuUKaIUU
AHTUOKCHUJIAHTOB B 3aBUCHUMOCTH OT UX MOJIEKYJISIPHBIX Macc:

1 rpynmna. BBICOKOMOJEKYJSIpHbIE COCAMHEHUS WKW (epMEeHTaTUBHAS
cuctema 3amuTbl KieTok oT A®K. K 3toif rpymnme orHOcsATCS (pepMEeHThI
aHTHOKCUAaHTHOUW 3amuThl. K aHTHOKCHIaHTHBIM (epmentam oTHocsaT CO/I
(cynmepokcuaaucMyTasa), Karajiasy, TJyTaTHOH3aBUCUMBIE (PepMEHTHI (TJIyTaTHOH
NepoKCcuaa3a, TIIyTaTHOH peayKTasza, TIIyTaThoH TpaHcdepasza). Takxke, K 3TOH
IpyIIe OTHOCAT OEIKM, KOTOpHIE CIOCOOHBI CBsi3bIBaTh HOHBI Fe”* u Cu”,
KOTOpbIE B CBOIO OYEpEeIb SBISIOTCS KaTalU3aTOpaMH CBOOOJIHOPAJAMKAIBHBIX

HPOLIECCOB.
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Jnis pepMEeHTOB aHTHOKCHIAHTHOM 3aIUThI XapaKTEPHbI HEKOTOPBIE 001Ine
CBOMCTBA, TaKWE KaK BBICOKAs CHNEUU(DUYHOCTh, ONpPEICICHHAs KICTOYHAs U
TKaHeBasl JIOKaJIM3allus, a TaKXe HMCIOJIb30BaHUE B KayecTBe KO(aKTOpOB
metaiioB Fe, Cu, Zn, Mn, Se [10]. K Genkam, KkoTopbie 00J1a1af0T CLIOCOOHOCTBIO
CBS3BIBAaTh METAUIbI C TEPEMEHHOM BaJIEHTHOCTHIO, U, COOTBETCTBEHHO,
o0naaroMu AHTUOKCUJAHTHBIMM CBOWMCTBaMH, OTHOCAT TpaHChEppUH,
anbOyMHUHBI KpOBH, JlakToheppuH, pepputun. Cpean HUX UMEIOTCs 3PPEKTUBHBIC
UHTHOMTOPBI CBOOOTHOPAIMKAIIBLHBIX MporieccoB [21].

2 rpynna. HH3KOMONEKyISpHbIE aHTUOKCUIAHTBL. DTU COCIUHEHUS MOTYT
pa3nuyaThCs MO CTPYKTYpE M XUMHUYECKMM cCBoMcTBaM. Cpenuw S3TOW TpyNIIbl
IIMPOKO M3BECTHHI TaKW€ AHTHOKCHJIAHTHI, KaK aib(}a-Tokohepos, BUTAMHUHBI
rpynmel A, K, P, nmommaMuHbl, MouYeBas KHCJIOTa, T[IyTaTHOH, ACKOPOMHOBAs
KHCIIOTa,  OWIMpyOWH,  HEKOTOpble  aMUHOKCWIOTH. OHHM  CHOCOOHBI
B3aMMOJICUCTBOBATh C KHUCJIOPOJHBIMU M JPYTMMH paJuKkagamMu. MexaHusm
TEHCTBUS HU3KOMOJIEKYJISIPHBIX AHTUOKCUIAHTOB 3aKJII0YAETCS B
HETMOCPEICTBEHHOM B3aMMOJICHCTBUHM WX CO CBOOOAHBIMU paaukaniamu. B xome
ITHUX PEaKIUi MPEephIBACTCS IEb CBOOOTHOPAINKAIBHBIX TIporieccoB [13].

B Hacrosiiiee BpeMsi uMeeTcs U apyras Kiaccuukaiuys ypoBHEH 3alliuThl
OMOJIOTUYECKHUX CUCTEM OT BO3JICHCTBUS CBOOOIHBIX pagnuKajos [6]:

1. AntnokcumanTtHeie ¢epMeHTbl. OHU HEMOCPEICTBEHHO HWHTHUOUPYIOT
nepsblie dtanbl [10J] (mepekrcHoe OKUCIEHUE JIMMUIOB), a TaKXKe MPEJOoTBpaIaloT
OKHCJICHUE HEJIMIMTUIHBIX KOMIIOHEHTOB KJIETKHU;

2. HuszkoMomnekyasapHbIMU ~ aHTHOKCHUJaHTamMu  (anbga-Tokodepod,
TJIyTaTHOH, acCKOPOMHOBAast KHUCIOTa U Ap.). OHU HANPSAMYIO B3aUMOJIEHCTBYIOT C
ADK;

3. ®epmenTsl, MeTaboau3upyomre koneunbie mpoaykTsl [1OJI (3mokcumasl,
anmperugpl U np.). K HUM MoryT OBITh OTHECeHBl 1utoxpom P-450,

STMOKCHATHAPOJIA3kI, aabJaeruapeaykTassl [1];
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4. buonornueckue MOJIEKYJIBI, o0ecneuynBamIIie  penapanuio
MOBPEXICHHBIX Onomosexyn. Hanpumep, BoccTaHOBIIEHHE AUCYIb(PUAHBIX CBSI3EH
OEJIKOB WJIM PereHepaluio aHTUOKCHIAHTOB,;

5. Cucremy unrubupoBanus [1OJI u cBOOGOIHOpPAAMKATBHBIX MPOIIECCOB,
OCHOBaHHYIO Ha B3aumozaeiictBun ADK ¢ TakumMu MOJIEKyJIaMH, KaK [IUKINYECKUE
HYKJICOTU/IbI, IPOCTarIaHANHbI, JICUKOTPUEHBI.

JIOIOTHUTENBHO B KayeCTBE JIMHUM AHTUOKCHJIAHTHOM 3allUThl MOTYT
BBIIENISATh M TaK Ha3bIBa€Mbll IMPOCTpaHCTBEHHbIN ¢akrtop. OH ompeznenser
IPOCTPAHCTBEHHYIO KOOPAMHAIIMIO KHUCJIOPOJIHBIX M TPAHCIOPTHBIX MPOLECCOB,
MPOUCXOMSIINUX BHYTPU KIETKH [4]. B MUTOXOHIPHSX 3TU IPOLECCHI TAKKE UMEIOT
MECTO. DJEKTPOH-TPAHCIOPTHAs LIENb JOKAJIM30BaHa B TMAPOQUIbHBIX 30HAX, a
HEHACBIILICHHbIE >KHPHBIE KUCIOTHl — B TMAPO(GOOHBIX ydacTKax MEMOpaH, 4TO
3aTpynqHseT  B3aumonedctBue A®PK ¢ BaxHEWIMMH  OHMOJIOTMYECKUMU
MOJIEKYJIaMH B MHUTOXOHJpUSIX. Tak Ha3bIBaeMyl0 «yHNaKOBKY» (Poc(OoIumumoB
o0ecrnieunBalOT XOJeCcTepuH, anb(patokodepos, a Takke JIUMUI—O0CIKOBOE
B3aMMOJICHCTBUE. B KiIeTKe MpOCTpaHCTBEHHBINA (pakTop oOecrieyuBaeTcs 3a CueT
COJIMKEHUsI MPOOKCUJAAHTHBIX M aHTHOKCUJAHTHBIX CUCTEM. B kauecTBe nmpumepa
peanu3alnuy CTPYKTYPHOTO M IPOCTPAHCTBEHHOI'O MPUHLMUIIOB MOXHO IPUBECTU
CYILECTBOBAHHME OpraHeJll — MEPOKCUCOM, KOTOPBIE yYaCTBYIOT B 3aIIUTE KJIETOK
ot ADK, u comepxart B ced¢ aHTHOKCHIaHTHBIE (hepMeHTHI [129].

OpranusMm pacronaraet (GepMEHTaTUBHBIMH CHUCTEMaMH, UHTHUOUPYIOLUIIMHU
pa3IMYHbIe  TPOAYKTHl  CBOOOJHOpaAWKaIbHBIX  mporeccoB. Tak, CO[J]
WHAKTUBUPYET CYNEPOKCUIAAHUOHPATUKAN, KOTOPBIA SBISETCS OJHUM U3
NepBEHIMX  MPOAYKTOB B Iemd  oOpa3zoBaHus  npoaykroB — ADK,
TIIyTaTUOHIEPOKCUIA3bl M KaTaja3bl pasjiaraloT HEMNOCPEJICTBEHHO MEPEKUCh
BOJIOPO/IA, & TAKKe TUAPOIIEPEKUCH JTHUITUIO0B [8].

AHTHOKCHIAaHTHOE JIEHCTBUE MPOSBISIOT BUTAMUHBI Tpymibl E, yOUXUHOH,
CTEPOUJIHBIE TOPMOHBI, CEPOCOJEPKALIME AMUHOKUCIOTHI, HEKOTOPBIE MENTHIBI,
IIPOW3BOJHBIC TaMMa-aMHHOMACIISTHOH KHCJIOTHI, (ochommmuasl, THOIBI [2].

Ba}KHYIO POJIb B aHTHOKCHHaHTHOﬁ 3alIUTC MHIparOT KApHO3MH H €TI0
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npousBogHble.  KapuHosun —  mpupoansiii  gunentun. OH  cnocoOeH
B3aMMOJICHCTBOBATh C cymnepokcuaanuonpaaukaiom u OH' paaukanom, Takum

o0Opa3oM, uX HHAKTUBHPYS [25].

1.3.2. XapakTepucTHKa OCHOBHBIX aHTHOKCUIAHTHBIX (hepPMEHTOB

Cynepoxcugmucmyrtaza (CO, K® 1.15.1.1) wurpaer oaHy U3 KIIOYEBBIX
porneil B aHTHOKcuaaHTHOM 3ammre. CymiectByeT Heckoibko Gopm COJ. Onu
OTJIMYAIOTCSI CTPOCHUEM aKTHUBHOTO IeHTpa. Y 3ykapuoToB Cu/Zn-comepikarias
COJl nokanu3yercss B OCHOBHOM B IIMTOIUIa3ME€, a TakKe B MEXMEMOpaHHOM
MPOCTPAHCTBE MUTOXOHIPHH, SiApe HEPBHBIX KJIETOK. DEpMEHT 4yBCTBUTEIICH K
[IUAHUy, COCTOUT U3 JIByX CYOBEIMHUII, KaKIass U3 KOTOPBIX CBS3bIBaeT 1 atom
Cu u 1 atom Zn [20]. Mn-COJ] nokamu3oBaHa B MaTPHKCE MHTOXOHAPHUH,
MEepOKCUCOMaX, OHa OOHapyXuBaeTca Takke u y Oakrtepuil. Kpome Toro,
BBIICISIIOT  Fe-comepxaniyto cynepokcuaaucmytasy. OHa MpUCYTCTBYET B
MUKPOOpPraHu3Max, HO Takke Oblja HalJeHa B MEPOKCUCOMAX M MUTOXOHJIPHUIX
[10]. CO, ynamnsist cynepoKCHIHbIC paIHUKalIbl, MPEMITCTBYET 00pa3oBaHK0 OoJiee
OMAacHBIX CBOOOJHBIX PAJAUKATIOB, TaKUX KakK THAPOKCWIBHBIM paaukal U
CHHIJICTHBIN Kuciopon [24].

Karanmaza (K® 1.11.1.6) — BaxkHeWImUH >SJEMEHT B aHTHOKCHJIAHTHOMU
3alUThI KJIETOK OT CBOOOJIHBIX pajukanoB. KaTtanaza siBJIsSIETCS TeMOCOIepKAIIUM
dbepmentom. EE€ monekynspHas macca coctaBisieT okosio 240 x/la, coctout u3 4
cyobenunuil. epMEeHT y4acTBYET B Pa3JI0KEHHUH MEPOKCHIA BOJOPOA, KOTOPHIi
SBJISIETCS ~ BTOPUYHBIM  TOKCHMYECKMM  IPOJYKTOM  CBOOOJHOpAIUKAIBHBIX
nporieccoB. Karamasza pacmierisier monekyny Hp,O, mo Boasl u kuciaopoaa [12].
AKTUBHBIN LIEHTp epMEHTa COCTOUT U3 JIBYX OCTATKOB Han0oJiee CYIIECTBEHHBIX
JUISL KAaTAIUTUYECKOM aKTUBHOCTU OCTAaTKOB (MPOKCUMANIbHBINA — Tyr v TUCTAIbHBIN
— His). x xoHdwurypaius peryaupyercs ¢ MOMOIIBI0 HETaTHBHO 3apsKEHHBIX
aToMoB  kene3a [68]. ManeHnbkas cyObenuMHUIIA — KaTana3bl — COJCPKHT

npotornopdupuH wid reM b. B To Bpemst kak Ooiiblnas cyObeIUHUIIA COMCPIKHUT
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tak HasbiBaeMbld TeM d [34]. Peakums HeTpanm3anuu MEPOKCHIA BOJIOPOJIA
MpOXOAUT B 2 craguu. Ha mepBoi cTtaguy ogHa MOJIEKYJa MEPOKCUAA BOAOPOJIA
OKHUCJISIETCS B T€M-COJIEprKalllel 4acTH KaTaja3bl B OKCH(pepuibHbie (OpMbI, B
KOTOPBIX OJMH OKHUCIUTEIBHBIA SKBUBAJICHT OEpETCS OT aToMma jKeje3a, a BTOpOi
OT TOp(UPUHOBOTO KOJblla C 0Opa3oBaHHEM MOP(PUPHUHOBOTO KATHOHHOTO
pagukana. Ha BTopom »drtame Jgpyras MoJieKyJda TEpoKCHAa BOAOpOja
YTIIIM3UPYETCS KaK pEAyKTaHT KOMMOHEHTa | d¢epmeHTta ¢ oOpa3oBaHHEM
MOJIEKYJIbI BOJIBI U Kuciopoja. [Ipu 3ToM GpepMeHT BOCCTaHABIMBAETCA 10 CBOETO
MIEPBOHAYAIILHOTO coCcTOstHUA. HecMoTpst Ha 001wl mpuHIUT GYHKITHOHUPOBAHUS
dbepMeHTa KaTanaspl, CyIEeCTBYIOT Pa3IMYHbBIC TUITBI 1 KOMOWHAITUN dTUX PEaKITUi
B 3aBUCUMOCTH OT OpraHU3Ma.

I'myratuonnepokcuaaza (K@ 1.11.1.9) — aHTHOKCHUIAHTHBIA (EpMEHT,
BKJIFOUAIONINI B ceOst aToMbl cenieHa. CymiecTByeT 4 TUIa TTyTaTHOHIIEPOKCUIA3,
KOTOPBIE COJIEPKAT CEJICHO-IIMCTENH B CBOEM aKTUBHOM IIeHTpe. U Takxke umeercs
KaK MUHUMYM 2 THUNa TJIYTaTHOH TIEPOKCHIa3, KOTOPhIE HE HMMEIOT B CBOEM
COCTaBE CeJICHO-IIUCTerH. benku, cxoxue ¢ 3TuM (PepMeHTOM, OOHApY>KEHBI B
MUKPOOpPTaHU3MaX ¥ Tapa3sUTUYECKUX 4YepBsIX. B MamsapuiiHOM mapasute
AKTUBHOCTh TJIYTATHOHIIEPOKCHIA3bl PETYJIMPYETCsS coaepikaHuem ceneHa [117].
HekoTopble THIIBI CENEH-HE3aBUCUMBIX TIYTATHOHIIEPOKCUIA3 COJEPKATCI U B
TKaHSIX MJICKOMUTAIONINX, aKTUBHOCTH 3TUX (EPMEHTOB CBSI3aHBI C aKTUBHOCTHIO
rayraTHoHTpancdepasnl [108].

['myTratnoHnepokcuaaza-1 MoxeT MeTaboIM3uPOBATh MOJIEKYJIBI TEPOKCH 1A
BOJOpPO/a M  HEKOTOpPBbIC JPyrHe OpraHuYeckue Tmepokcuapl. OmgHaKo,
TJIyTAaTHOHIIEPOKCHIa3a HE MOXKET METa0O0JU3UPOBATH TMEPOKCUIHBIC PaTAKAIIBI
KUPHBIX KUCIOT B dochonunuaax [102]. DToT Tunm mepokcuasbl Ype3BbIYAITHO
YYBCTBUTEJICH K TIIyTaTUOHY KaK peaylUpYIONIeMy KOMIIOHEHTY. MIcXoas u3 3Toro
¢dakTa, aKTUBHOCTb TIYTAaTHOHIIEPOKCHA3bI-1 OOBIYHO paccMaTpUBAIOT BMECTE C
AKTUBHOCTBIO  IJIyTaTUOHPEIYKTa3bl,  KOTOpask  MOJJICPKUBAET  BBICOKYIO
KOHIICHTPAIMIO TJIyTaTHOHA B KJIeTKe. [ TyTaTHoHpeyKTasa Obljla CEKBEHHUPOBaHA

yepe3 komruieMeHTapuyto kJIHK, kioHupoBaHHyi0 M3 pa3iIMYHBIX BHJIOB
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OpPraHW3MOB, BKJIIOYas YEJIOBEKa, MbIMIEH, Kphic U T.1. [217]. B OGomprmmHCTBE
CBOEM 3ITOT TETpaMEPHBIN O€lIOK ¢ 4 UACHTUYHBIMU CYOBEIUHMIIAMU, KaXIas U3
KOTOPBIX COJICPIKHUT CEJICHO-IIMCTEHH Ha MOBEPXHOCTH MoJieKy. [88].

['myTaTnoHnepokcuiaza-2 COAEPKUTCS B LUTO30JIE U UMEET TETPAMEPHYIO
ctpykrypy. Ha 65% oHa cxomHa ¢ TIyTaTHOHNEpOKCcHAa3oi-1 1o
AMUHOKHCIIOTHOMY COCTaBy [71]. Y KpBIC MaTpu4yHas PHK
TIyTaTHOHTIEPOKCHIa3bl-2 OOHAPY)KMBAJIM B TEYCHU M KHUIICYHHWKE, B JAPYTHUX
opraHax oHa He Obula wuAeHTHUUIMpOBaHa. [NyTaTHOHMEepokcHuaaza-3 —
TJIMKOIIPOTEU 1, KOTOPBIH (PYHKIIMOHUPYET BO BHEKJICTOYHOM IMpocTpaHcTee [181].
Cuxsenc k/IHK rioyraTHoH nepokcuaasbl-3 Mmokaszajia, YTO OHA MMEET Pa3InYHbIN
AMUHOKHUCIIOTHBIN cOCTaB. ITOT )epMEHT ObLII CEKBEHUPOBAH B KPbICaX, MBIIIAX U
yenoBeke. ['myratnonnepokcuaasbl-3 Ha 50% roMonornyHa aMUHOKHUCIOTHOMY
COCTaBy DJIyTaTHOHNEPOKCHIA3bl-1 ¥  MOJEKYISpHBIA BeC CyObEIUHUIIBI
cocraisier okoJio 25 k/la [173]. B ocHoBHOM (pepMeHT ObLIT MASHTU(UIIUPOBAH B
ceplle, IUIAlleHTe, JIETKUX, KUIIEYHHKE. [yTrathoHnepokcupaasa-3 Tpedyer
MUJUTUMOJISIPHBIX KOHITHTPAIUI TIyTaTUOHA ISl aKTUBHOCTH.

I'nmyratnonnepokcugaza-4 wunu Qochorunuanas TIIyTaTUOHIEPOKCHIA3A.
Oto0 ceneH-coaepxkamnuii pepmeHT. Ero MonekymnsipHbiil Bec coctasisier oT 20 10
22 xJla, u OH SBISETCS MOHOMEPOM B OTJIMYME OT TIyTAaTHOHIIEPOKCHIA3bI-1.
®depmeHT pearupyet ¢ dhochoaunuaHbIMU MEPOKCUIAMU B KadyecTBE CyOcTparta.
Taxoke rryTaTHOHIEpOKCHIa3a-4 criocoOHa pearupoBaTh ¢ MEPOKCUIOM BOIOPO/IA,
TaKke Kak W C JPYrMMH JIMIIMJIHBIMU TIepoKcujamu. Takum oOpa3oM, 3TOT
dbepMeHT cnocoOeH pearupoBaTh C OOJBIIMM KOJMYECTBOM CYyOCTpPaToOB, 4eM
riayraTHoHnepokcuaasza-1 [185].

[Ipu aedunmTe aKTUBHOCTH TIYyTaTHOHIIEPOKCHUIa3bl MOTYT HaOJIOAAThCS
pa3JIMUHbIE MATOJIOTMYECKHE IPOIECChl 3a CUET NEPOKCHUIHOTO MOBPEKIACHUS
MeMOpaH [112]. Ceepxskcnpeccusi TeHOB MIyTaTHOHTIEPOKCHIAa3bl B CBOIO OYEPE/lb
MOXET 3alUIaTh KJICTKH OT akTUBHBIX (popm kucioponaa [100]. B To xe Bpems
TO MOXKET MPUBECTH K HMHTHOMPOBAHHMIO TIPOIlECCa aromnTo3a B KJIETOYHBIX

JINHUAX. CBerBKCHpeCCI/IH FJ'IYTaTI/IOHHepOKCI/II[aBBI-l B KJIETKaX MBILIEH MOXET
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IpenoTBpallaTh TOKCUYECKOE JEHWCTBHE HEHPOTOKCHHA O-THIPOKCHIOTAMHHA.
[ToBpexaeHne KIETOK BCJIEACTBHE HIIEMHUU B CEpAlLlE TaKXKE yMEHbIIANach B
MBIIIIAX C CBEPXIKCIpeccuerd TIyTaTHOHNepokcuaasbi-1.  UeTwbipexkpaTHoe
YBEIMYCHUE aKTUBHOCTH (pepMEHTa MpuBeENo K MpoTeKTopHOMY 3 dexrty ot 30
MUHYTHOM wumemur W 20 MunHyTHOU penepdysum [230]. McciaemoBanus mo
CBEPXIKCIIPECCUM TIIyTaTHOHMEPOKCHUIA3bl | MOJYEPKHYIU OCOOYI0 BaKHOCTh
aTOro pepMeHTa OT HeraTuBHOTO NericTBrst ADK.

['myratnonpenykraza (K® 1.8.1.7.) — depmeHT, KOTOPBI BOCCTAHABIMBAET
mucyabbuaaeii  raytatioH (GSSG) k ero BoccranoBiieHHo# (Gopme (GSH).
[myTtaTnoH sBIAETCS NENTHIOM, COCTOSIIMM W3 3 aMHHOKHCIOT: TJyTamar,
nucrenH, mnuH. GSH sgBisieTcss JOHOPOM BOAOpOJia M3-3a TMPUCYTCTBUS
tuonoBoir (-SH) rpymmbl, koTopas nerko oxuciserca. CHHTE3 TIyTaTHOHA
paszzmensiercss Ha JaBe yacTd. Ha mepBoM 3Tame W3 aMUHOKHUCIOT (TiyTamar,
[UCTEWH, TJUIHUH) CHUHTE3UpPYETCS  TMEeNTHJ C  [OMOIblo  (depMeHTa
TJTyTaTHOHCUHTETa3bl. Ha BTOpOM sTame mpoucxoauT oOpaTumasi pefoKC peaKius
BOCCTaHOBJICHHOT0 riryTatnona [101].

I'myratnonpenykraza — cyocrpar-cneuduunbii  (GEepMEeHT, BXOIUT B
cemerictBo ¢uaBun (PAJ]) comepkamux (QEepMEHTOB U UTPAET CYIIECTBEHHYIO
pOJib B BOCCTAaHOBJICHMHM OKHUCIIEHHOW (DOpPMBI TIyTaTHOHA C HUCIOJIb30BAaHUEM
monexkyn HAJI®H, koropsle  CHUHTE3UPYIOTCS B  XOI€  TI'€KCO3HOIO
MoHodochaTHoro mytu [142]. depMeHT oxapaKTepu30BaH KaK TOMOJUMEp C
MOJIEKYJIsipHON Maccoit okosio 120 x/la, umeronuit 2 cyobenunuisl ¢ GAJ[ B
Ka4eCcTBE MPOCTETUIECKOM rpymmsl [182].

Karanmutuyeckuii mukin ¢epmMeHTa MOXKET ObITh pasjiefieH Ha 2 yactu. B
Hayayie MPOUCXOAMUT JBYXDJIEKTPOHHOE BOCCTAHOBJIEHUE OKHCIEHHOro (hepMeHTa
Eox mo dopmsl EH,. CymectBeHHyI0 posib B 3TOM peakiuu urpaet 1yr 197,
KOTOPBIN UTPAET PeryisiToOpHyto poib B cBs3biBanuu HAJIOH c dhepmentom. Bo
BTOPOM 4YacTH KATAJUTUYECKOTO LHMKJIA TMPOUCXOJUT HEMOCPEICTBEHHOE
BOCCTAHOBJICHHE JUCYIb(OUIHOTO OKHCIEHHOTO TJIyTaTHOHA [0 TJIyTaTHOHA C

ucnons3oBanueM @DAJ] kak kodakrtopa. HAJD wucnonb3dyercs Kak JTOHOP
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anekTpoHoB. CsizbiBanne HAJI®H n @AJ] npoucxoauT Ha MPOTHUBOIOJIOKHBIX
cTropoHax cyoweaunui pepmenta [85]. ['myratnonpeaykrasa urpaet BaXHEHIITYIO
poib B KJIETOYHOM MeTabonu3Me. YBenuueHwe B kieTke cuHTe3a (GSH) u
YCUJIEHUE aKTHMBHOCTH TJIyTaTHOHPEIYKTa3bl IMOJAJEPKUBAECT BBICOKUN YPOBEHD
THOJIOBOTO TOMEOCTa3a W yJiydliaeT (YyHKIUOHATBHOCTh HWMMYHHBIX KIIETOK,
CBS3aHHBIX C MakpodaraMu M HEUTpopuiIamMu, MpeaoTBpaiias OKHCIUTEIbLHOE
TOBPEXKICHHS U BOCTIAJIUTENIBHBIC Tporiecchl [168].

Krnerounslii AeunuT riayraTuoHa WHAYLUUPYET alONTO3HBIA CUTHAIbHBIN
MEXaHM3M B PpaKOBBIX KJeTKax. HapymieHne romeocTa3a OKHUCICHHOTO U
BOCCTAHOBJICHHOTO TJIyTaTHOHA MOXET OBITh CJEACTBUEM LHUTOTOKCHYECKOTO
spdekra npH TEpaleBTUYECKOM JICUCHHH paKOBbIX 3aboneBanmii  [213].
OnTuMainbHas KOHIICHTPAIMS BOCCTAHOBJIEHHOTO TITyTaTHOHA MOKET HapyIIaThCs
B XOJE pa3MYHbIX [ATOJOTMYECKUX TMPOLECCOB. [yTaTHOHpeayKTaza —
KJIFOUEBOM aHTUOKCUJIAHTHBIN (PEPMEHT B PaCTCHUSX U OAKTEPUSX, BOBJICUCHHBIN B
JETOKCUKAIIMIO KCEHOOMOTHUKOB. YCHJICHHE AaKTUBHOCTH TIyTaTHOHPEIYKTa3bl
YBEJIIMYUBAET aJalTUBHBIE CIOCOOHOCTH OPraHU3MOB K CBETY, AEHCTBUSIM COJEH,
TEMIIepaType, H APYTruX dKCTPEeMaIbHBIX GakTopos [183].

Taxke CyIIEeCTBEHHYIO pOJIb UIpaeT B TINIyTaTHOHOBOM LIMKJIE HIPaET
riyTaTuoH-S-tpancepaza (KO 2.5.1.18) — aHTHOKCHUAAHTHBIA (EepMeHT,
HaWJICHHBIA B pa3IMYHBIX oOpraHu3max. @OEpMEHT MOXKET KaTaIU3UpOBATH
pa3iMyHbIe TUIBI PEeaKIHi, OOJBIIMHCTBO U3 KOTOPHIX CBSI3aHHO ONOCPEIOBAHHO
yuyacTdeM  BoccraHoBiieHHoro — riyratmoHa  (GSH)  [566].  CewmeiicTBO
rIIyTaTUOHTpaHc(hepas BKIOYAET B ce0s pa3inyHble rpymnibl HGepMEHTOB, KOTOPbIE
BOBJICUEHBl B TpaHc(epa3Hyl0 akTHUBHOCTb. llepBas rpynma ¢epmMeHTOB
XapaKkTepu3yeTrcs, KaKk  IMTO30JIbHBIE WU  pacTBOpPUMBIE  (PEepMEHTHI.
HacuutbsiBaeTcsi, mo kpaitHeli Mepe, 16 4JIEHOB NTaHHOTO CEMEHCTBa B KJIETKaX
yejgoBeka. B cBO0 odepenp 3TO ceMeHCTBO (EepMEHTOB pas3feisieTcs Ha 8
nojacemeiicTs. Bropas rpynmna (epMeHTOB TMpeACTaBisieT TaKk Ha3bIBaeMOeE
CEMEMCTBO MHUKPOCOMAIBHBIX TpaHchepa3d. DTo MeMOpaH-CBA3aHHBIE OEJKH,

BOBJICUCHHBIC B TJIYTaTHOHOBBIM MeTabonu3Mm [147]. UneHsl 3TOro cemeicTaa
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yame BCEro BOBJIEYEHBI B JICTOKCHUKALMIO YYXKEPOJHBIX KOMIIOHEHTOB.
PacTBopuMas riayTaTHOHTpaHC(epa3a BOBJIEUEHA B META0OIU3M UY>KEPOJHBIX
AJIEMEHTOB, TAKWE KaK KAaHUEPOT€Hbl W MOJIOTaHThl. MHOTHE HHIOTCHHBIC
TJIyTaTUOHOBBIE ~CyOCTpaThl (OPMHUPYIOTCS KaK CIEACTBUE MOIU(pUKAILNN
MaKpOMOJIEKYJ M3-3a BO3JIEUCTBUS aKTUBHBIX (hOpM Kuciaopoaa. Takum oOpaszom,
3TOT (PEPMEHT MOXKET pacCMaTpuUBaThCAd KaK  TOJHOICHHBIA  DJIEMEHT

aHTHOKCUAaHTHOM 3amuThl [108].
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I'masa 2. OKCIIEPUMEHTAJIbHAS YACTb

2.1. OPBEKTBI U METObI UCCJIEJOBAHIA

2.1.1. O0OBeKT uccie 0BaHus

OOBeKTOM HCCIICIOBaHMS CIYXWIH caMIlel mmerst Bombus terrestris (L.) B
Bo3pacte 10-15 cyTok, a Takke JUYMHKA W Kykoiku B. terrestris (L.). B psne
OMBITOB HCIOJIb30BAJIaCh JaboparopHasi MOMyJsius AoMoBoMl Mbimu  Mus

Musculus.

2.1.2. MeTtoas! uccieaoBaHus

2.1.2.1 OnpeneneHue ypoBHs MOTPEOICHUS KUCIOPOa U BBIJICTICHUS YTICKUCIOTO

rasa B IMpOICCCC AbIXaHUsA

OnpeneneHre KACIOpOAA U YIVIEKUCIIOrO ra3a OCYLIECTBIISUIM C HOMOLIBIO
usmepurens «Vernier» (Labquest, CIIIA) 1 cOOTBETCTBYIOIIETO MPOTPAMMHOTO
obecrnieueHusi. B repmMeTHyHyr0 €MKOCTb 2 JI TMOMEIIaId >KUBOTHBIX U
PETHCTPUPOBAIM  JBIXaHHUS C IIOMOIIBK) KHCIOPOJHOTO M YIVIEKHMCIOTHOTO
ANEKTPOJA, MOACOECIMHEHHBIX K MPUOOpPY, B TeueHue 3-5 MuH. 3HaueHus npudopa
BeipakeHbl B PpM  Oy(CO,)/mun. [anee 3HAYeHUS TEPEBOAWIM B HMOJb

0,(CO,)/Mun/TpaMM Macchl.

2.1.2.2. BoieneHne MUTOXOHIPUI U3 JIETATEIIBHBIX MBIIIII] IITMETIeH

B mporiecce BbieeHNsT MUTOXOHpUI Hcnob3oBanu 9-10 cammos Bombus
terrestris (L.). Hacekombie oxnmaxnamuce mnpu -20 °C B TeueHue 15 MUHYT.
Topakchl OTAENIN OT TOJOBHI U OpIOIIKa U MOMEIain B oXJaxaeHHsbli 10 ~0 °C
pactBop 12-14 mu cpensl Boigenenus (100 MM caxapoza, 220 MM manuuTON, 1
MM OI'TA, 2 mr/ma cBobonnoro ot xupHbix kucior bCA, 20 mM HEPES pH
7,3). Bee oneparuu npooammn mpu 0—4 °C. Topakcsl TIIATENBHO H3MEIbYaIH
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HOKHUIIAMU ¥ TOMOTEHU3UPOBAIM B TOMOreHu3arope tuna Dounce (CTEKISHHBIN
cTakaH—CcTeKISHHBIN mmecTuk, “Dounce Tissue Grinder With Glass Pestle”, Kimble,
USA) o6semom 15 Mi co cBoOoHO TepeMernarommmces nectukoM (“loose pestle
A”, BennuMHA 3a30pa nectuk-crakad nopsaaka 0.1-0.17 Mmm) B Teuenue 2 muH, 3-5
xon0B nectuka. [locine ¢unpTpoBanHus yepes 4 cios Mapiu 00beM IOMOIeHara
JOBOAWIN cpenoil Beiaesnenus a0 35 mi. Ilocne nepBoro nentpudyrupoBanus (5
MuH X 600 g) cymepHaTaHT moBTOpHO HeHTpudyruposaiu 10 mua x 10000 g.
CynepHaTaHT OTOpachlBajid, a OCaJ0K peCyCHeHAHpoBaId B 1 M cpelbl
npombiBaHus (cpena Bwiaenenus 6e3 BCA). Cycnensuro AoBoauiau Ao 35 mi
cpenoil mpombiBaHus W UeHTpupyrupoBamu 10 mua mpu 10000 g. Ocamox
cycnenaupoBanu B 100-120 Mk cpenbl NpPOMBIBAaHUST M XpaHWUJIW Ha JIbIY.
MUTOXOHAPHUHA HUCHOJIB30BAINCH JJISI MCCIEAOBAHWNA B TEYEHUME 2 YaCOB IIOCIE

BBIACIJICHHA.

2.1.2.3. Onpenenenre KOHIIEHTpAIuu Oeska

ConepxaHue MUTOXOHIPHAIBHOTO O€lKa OMNpenesuii ¢  MOMOIIBIO
koMmmepueckoro Habopa BCA assay (“Pierce Biotechnology”/“Thermo Scientific,”

CLIA).

2.1.2.4. I3MepeHne CKOPOCTH IBIXaHUS MUTOXOHIPHIA

CkopoCTh TMOIJIOIICHHUS] KHUCIOPOJa MHUTOXOHJIPUSIMHU PETUCTPUPOBAIU
aMIIEpOMETPUYECKA KUCIOpOoAHBIM 3nekTpoaom Ttuna Kiapka (Hansatech
Instruments, CIIIA). Bce usmepenuss mnpoBoauiu mpu 24 °C B 1 Mu cpenasl
uHKyOaruu, conepxamieit 220 MM mannuton, 100 MM caxaposy, 1 MM OI'TA, 4
MM ¢ocdar xanus, 20 MM HEPES pH 7.3, u cyOctpaThl 1bixanus. MUTOXOHIpUU
(100-200 Mkr Genka) 100ABISUIM B CPEAY PETMCTPALMU IBIXaHUS C MOCICIYIOIIEH
no6askoit cyoctpatoB aeixanus, AJ[D (200 MM), kapbokcuarpaktriara (1 MkM),
u pazoomurens 2,4-JITHD (40 mxM). [IpxaTenbHbIN KOHTPOJIb PACCUUTHIBAJICS KaK

OTHOUIEHWE CKOpPOCTH JbIxaHuss B mnpucyrctBun AJ[® Kk  cKopocTH
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He(hOCPOPMIHPYIONIETO AbIXaHUs MOcie A00aBKku KapOokcuaTpakTuiaszuia. Bee

HN3MCPCHUA BBIITOJIHAIN B TCUCHUC 2 4acoB MocJIe BBIACIICHUA MHTOXOHI[pHﬁ.

2.1.2.5. OneHka 1eIOCTHOCTH BHYTPEHHEH MEMOpPaHbl MUTOXOHAPUIN

[lenocTHOCTH ~ BHYTpeHHEH  MeMOpaHbl ~ MUTOXOHJAPUN  OLICHUBAJIH
MIOCPEACTBOM M3MEPEHHSI AKTUBHOCTH MUTOXOHAPHUAIIBHOW MaJaTAETHAPOreHas3bl.
B 2 M cpenpl BeIeneHUS MUTOXOHAPUN M00aBIsum 50 MKI CBEKEBBIICICHHBIX
MUTOXOHIpUMA 1 2 MKM poTeHOHa, HHKyOupoBanu 5 MUHYT. 3aTem ao00asisin 200
MkM HAJIH m 400 MM oxcamoanerara. M3mepsnum CKOpPOCTb HaAcHUS
ontudeckord moTHoctH npu 340 HM. [Ipouemypy mHOBTOpsIM B NPUCYTCTBUH
0,01% nereprenTa HOHHUACHT. MeTOJ OCHOBaH Ha (paKkTe HEMPOHUIIAEMOCTH
BHyTpeHHel MemOpanbl MutoxoHapuil jst HAJIH u okcanoanerata. depmeHT
MaTpUKCa MUTOXOHIPHUN MallaTIeruaporeHasa karanusupyer okucienne HAJIH
OKCaJloalleTaToM; B IMpENapare M30JUPOBAHHBIX MUTOXOHAPHUN  OKHCICHUE
sk3oreHHoro HAJIH oxcanoanietaroM BO3MOKHO TOJBKO B CIydae JOCTATOYHO

CEPhE3HBIX MOBPEKICHUI BHYTPEHHEH MEMOPaHbI OpraHeIlI.

2.1.2.6. VI3amepenue MEMOPAHHOTO MOTEHITMATIa MUTOXOHIPUH

MeMOpaHHbBIi TOTEHIIHAII PETUCTPUPOBAIIHN IO U3MEHEHUIO (ITyOpECIICHITNH
npoHuKaroiero karnona cadpanuaa O (20 amMoib/Mr Oenka mutoxoHapwii) [200]
npu  JUIMHE  BOJHBI  BO3OyxkaeHuss 495 ©HM u ovmuccuun 586  HM
(cnextpodayopumetpa Hitachi F-7000). Cpena peructparuu (1 mi) cocrosia u3
220 MM mannutona, 100 MM caxapo3sl, 1| MM OI'TA, 4 MM docdara kanus, 200
Mkr/mia BCA, 20 MM HEPES pH 7.4, 100-120 MKTr MUTOXOHApHUAIILHOTO OelKa , 2-

4 amonp Cadpanuna O u cyOCTpaTOB OKUCIEHUS, KaK YKa3aHO B TEKCTE.
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2.1.2.7. OnpeneneHue CKOPOCTH MPOTYKITUU TTEPOKCHIA BOIOPOIA

MUTOXOHAPHUAMHU

Peructpammro  H,O, ocymecTBasiiim ¢ TNOMOIIbIO  (IIyOpECLEHTHOTO
kpacutenst Amplex Red Ultra (Sigma, USA) kak omucano panee [210]. Amplex
Red Ultra — OecuBeTHOE BEIIECTBO, AKTHBHO BCTYIAMONIEE B PEAKIUIO C
HNEPOKCUIOM BOJOpOJia B cooTHomeHuu 1:1 ¢ oOpasoBaHueM (uIyOpeCHEHTHOIO
KOMIUIeKca pe3opyduna B unTepBane pH ot 7 mo 8. M3mepenus nmpoBOAWIN Ha
criektpoduryopumerpe Hitachi F-7000 B cpene BbIIeNeHHS TOTO KE COCTaBa,
oobemomM 1 mn B mpucyrctBum 2 MM Amplex Red, 100-200 wxkr
MUTOXOHAPHAIIBHON (pakuuu, 1 Mr/mMia mepokcuaasa xpeHa. JIFoOMUHUCHEHIUIO

BO30Y>K/1all TIPH JITTUHE BOJIHBI 568 HM, SMHUCCHIO perecTpupoBaiu mpu 581 HM.

2.1.2.8. VI3amepenue akTUBHOCTU cyKuuHataeruaporenassl (CHI)

AxtuBnocts CAI' (EC 1.3.99.1) uzmepsiiv crieKTpoOTOMETPUUECKH, KaK
ormmcano panee [106]. Cpena namepenns cocrosiia u3z 50 MM KCI, 10 MM HEPES,
pH 7.4, 40 MM cyknunara, 2 MM KCN, 1 MM porenona, 50 MM 2,3-
TUMETOKCHU-5-MeTua-6-aenmn-1,4-0eH30XuHOHa, 50 MKM 2,6-
nuxyoppenonuugodpenona u 20 MM EDTA. AxtuBHOCTH (pepMeHTa M3MEpsIIU
M0 TAJCHUI0 ONTHUYECKON TIOTHOCTH mpu 600 HM. AKTHUBHOCTH (epMeHTa
pacCYUTHIBAIIA UCXOIS u3 kodpunreHTa OKCTUHKITUU 2,6-

muxiopdenomugodenona E (600 um) = 21 cm™'x MM ™.

2.1.2.9. VI3amepeHue akTUBHOCTU akoHUTaTruaparassl (Al')

AKTHUBHOCTh aKOHUTATTHApATa3bl ONPESISUIN CIEKTPO(YOTOMETPUUECKU Ha
C®-102 (HITO Warepdortopusuka, Poccusi) mpu A=260 um [9]. Cpena
ompeseneHus akTuBHocTH cozeprkana 20 MM HEPES (pH 7,8) u 4 MM tutpara. B

ktoBeTy BHOcHiU 100 Mkr Oenka. 3mepenune npoBoauiIM B TEUEHUE 5 MUHYT.
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2.1.2.10. U3mepenue morIoneHus KaabIlus MATOXOHIPHUSIMHU

Peructpammio  moriomienns — Ca’’  OCYmIECTBISIM  C  [OMOIIBIO
dayopecuentHoro 3ouaa Calcium Green SN (CaGr). CaGr qo0asinsinu B kroBety (1
M) crnektpodayopumerpa B KoHieHTpaimuun 1 MkM. B kroBere Obuia cpena
cienyromero cocraa: 100 MM caxaposza, 220 MM mannuton, 1 mM MgCl,, 4
MM KH,POy,, 2 Mr/mia cBoboaHoro ot »kupHbix kuciotr bCA, 20 MM HEPES pH
7,3. B kaudectBe cybOcTpaTa AbIxaHusa ucnonb3oBaid 10 MM a-raumepodocdar.
MHTeHCHBHOCTH (DIyOopeclieHIIMM U3MEpsUIH Ha criektpoduryopumerpe Hitachi F-

7000 npu 25 °C. Bonna o0mydenust — 517 HM, BoJHA SMUCCUH — 535 HM.

2.1.2.11. UmmyHoaerekius 6enkoB (BecrepH-6710T)

benku pazpensimm ¢ momompbio SDS-anektpodopesa, kak omucaHo panee
[141]. 'enb momermanu Ha MmeMOpany ¢ nmopamu 0,45 mxm. [Tocie 1ByX MPOMBIBOK
TTBS-6ydepom (10 MM Tris-HCI , 0,9% NaCl, 0,1% Tputon X -100, pH 7,6)
MeMOpany uHKyoupoBanu 30 muH npu 15 °C. 3aTeM BHOCHIN MOHOKJIOHAJIbHbBIE
antutesnia Mus Musculus (anti-MCU wu anti-CS), ¢ pazo6asaenne 1:5000 B8 TTBS-
oydepe ¢ 5% BCA. Ilocne nsatukpatHoil mpombiBKH B T TBS memOpana Oblia
MPOUHKYOUpOBaHA C TMEPOKCUIA30-CBSI3aHHBIMU aHTuTe’namMu. OkpalnmBaHue
MPOMCXOIUIIO C MTOMOIIIBIO TuaMuHOOeH3uuHA (5 Mr B pacTBope 10 MM Tris-HCI,
0,9% NacCl, 400 mxin 3% H,0, pH 7,6). Peakius opkammBaHusi OCTaHaBJIMBAIaCh

C ITIOMOIIBIO TOOaBKH BOJIEL.

2.1.2.12. Brinenenune totansHor PHK

Brigenenne PHK w3 TopakcoB miMenedl OCYWIECTBISJIM C ITOMOIIBEO
«TPU30JILHOTO» MeToja. J[Jis 3TOro HaBOAWIM «TPHU30JbHBIN» peareHT (38%
¢denon, 0,8 M ryannaun tuouuonar, 0,4 M ammonus tuornmonar, 0,1 M aunerar

HaTpus, PH 5).
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["oMmoreHusanus 1 pasjaeienue das.

NukyOupoBanu HaBecky TopakcoB mmened (0,3 r) B 5 MI TpU30IBHOTO
pearenTa B TeueHue 5 MuHyT nipu 60 °C. [Ipou3Boauiu roMoreHu3aluo TKaHU B
romorenusarope [lorrepa B Teuenue 1 munytsl. LlenTpudyruposanu odpaser npu
12000 g 10 mun npu temneparype 4 °C. [lonydeHHBIH cyniepHaTaHT NepeivBaliv B
JIPYTyl0 TPOOUPKY, ocanok oropaceiBanu. JloGaBmsmu 1 mi xiopodopma B
npoOHPKY U MEepeMEeIIuBaIi Ha BOpTekce B TeueHue 15 cek. Llentpudyruposanu
obpazen; 10000 g 15 mun npu temmnepatype 4 °C.

Ocaxnenne PHK.

TmatensHo 0oTOMpau BoAHYIO a3y, yaansuim uatepdasy u HIKHIOW (a3y.
Jlo6aisin uzonpomnanoa u 0,8 M murpar Hatpus/1,2 M NaCl %2 o6bema BoaHOI
¢da3bl. [Ipobupku TmiarenbHo nepememmBaid. LlenTpudyrupoBanu obpaszen npu
10000 g 15 mun mipu remneparype 4 °C.

ITpombiBka PHK.

[Tomy4yenHslii ocagok npomsiBasid 7 Ma 74% stanona. LlenTpudyruposanu
oopazenr 10000 g 15 mun mpu temmepatrype 4 °C. IlomydeHHBI oOcagok
BoicymuBaiu 5-10 munH. JloGaBmsiiu 80 mMxn nenonusupoBanHod H,O. Ocanok
pecycnenaupoBanu. [lonyuennyro PHK xpanunu npu - 20 °C.

Konnentparuto PHK onpenensnu ¢ momonisto criekrpodotomerpa CP-102
npu aivHe BOJIHBI 260 HM. O CTeNeHN YUCTOTHI MOJYYEHHBIX MTPENAapaToB CyIWIIN

IO COOTHOIIIEHUIO A /A .
260~ 280

2.1.2.13. [IpoBenenHne 0OpaTHON TPAHCKPHUIIITUN

Ooparnas tpanckpunimss PHK ocymectBisiiace Ha npubope Mastercycler
personal (Eppendorf, I'epmaHus) ¢ KCMONIB30BAaHKMEM OOpPATHOW TPAHCKPHUIITA3BI
Bupyca Moloney neiiko3a meimeit M-MULVRT (Fermentas, Jluta) mjist cHHTE3a
nepBoit nenu k/IHK.

CmemmBamu B ctepmwibHO ipodupke 0,5 mi 0,1-5 mxr Toransuoit PHK u 0,5

mkr oligodT mpaiimeper (1 wmki). JdoBomwm o00bEM cMecu 10 12,5 MK
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JICMOHM30BaHHOM BoaoW, oOpaboranHoit DEPC. AxkypatHo mnepememmuBanid u
ocaxkganu Ha Boprekce. MHkyOupoBanmu cmech 5 MuH npu 65 °C, mocie yero
OXJIQXKJAIU Ha JIbAY.

Jlo0aBiisiyiv ciaenyromume KOMIIOHEHTHI:

e 4 Mk 5X peakuroHHOTO Oydepa /uist 0OpaTHON TPAHCKPUNITA3bI;

e 2 wmxa 10 mM dNTP;

e 20 en. uaruburopa pudonyxieas IPNasine;

e 200 en. peseprasnl RevertAid.

JoBoaunu o0bEM cMecu 10 20 MK JEHMOHHU30BAaHHOM BOJIOM, 00paboTaHHOM
DEPC. AkkypaTHO epeMemnBalii, OCaX/IaIl Ha BOPTEKCE.

NukyObupoBaiu peakironnyto cmech 60 mus npu 42 °C. 3arem 10 mun npu 70

°C.

2.1.2.14. TlpoBeneHre moTUMEPa3HON IIEMHON PEaKIIHH

[TonumepasHasi 1emHasl peakuus MTPOBOAWIACH C HCIOJIb30BaHHEM | ad-
nosuMmepassl Ha ipubope Mastercycler personal (Eppendorf, I'epmanus).

CwmemmBany B mpooupke Ha 0,5 MIT ClIeIyIomue KOMITOHEHTHI:

e 10X peakuuonHsiii Oydep — 5 MKII;

e 10 MM dNTP — 1 mxki1;

e 50 nMmob npsimoii npaiimep — 1 MKJT;

e 50 nMomnw oOpaTHBIN Tipaiimep — 1 MKJT;

e 25 MM Mg - 1-5 mMKi;

e wMarpuna — 0.5-5 mkJ;

e TepMmocTaOuibHas Tag-nmoaumepasa — 2.5 ex. (0.5 mMkn);

e JIeMOHM30BaHHAas Bojaa — J10 50 MKJI.
[Tomemanu nmpoOupku B aMmruinukaTop. 3amycKaid mporpaMMmy:

® [EepBOHAYAIBHBIN MTporpeB 1pu 95 °C — 2 MUHYTHI;

e 30 HUKJIOB BHUAA:

o nenarypamus npu 95 °C B Teuenue 30 cexkyH;
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o OTXHT npariMepoB npu 59-65 °C B reuenue 30 cekyHn;
o snoHranus uenu npu 72 °C B teuenue 1mun 30 cexk.

e uHKyOupoBaHue cmecH npu 72 °C B Te4yeHue 5 MUH.

2.1.2.15. TlpoBeneHre aHATUTHIECKOTO IEKTpodope3a HyKICHHOBBIX KUCIIOT B

arapo3HoM Icjic

B xon0y nanuBanu 98 M1 TUCTHIUIMPOBAHHOM BOJBI U 100aBsuiy 2 Mt 50X
oydepa (400MM Ttpuc-aneratueiii 6ydep, pH 8,5, ¢ 50 MM DJITA). B3pemmBanu
2 T arapo3bl U noMemanu B KoJyi0y. JloBOOmiIM cMech /10 KUIEHUS Ha ra3oBOMU
ropenke. Ilocme Toro, kak cmech octeiBaia g0 70-60 °C, BHocwiIn B
pacruiaBieHHbld renb 5 Mk Opomupa stuaus (0,1% crnmpToBOi pacTBOD).
3ayMBayid TeNb B 3apaHee MPUTOTOBIEHHBINM cToiuk. [locine 3acTeiBaHus rems
MEPEHOCUIIN €r0 B JJIEKTPOPOpEeTHUYECKYI0 Kamepy. HaHocunu B suelku rens
poObl, CMEIIaHHBIE C KPacKoW /isg HaHeceHus (2 MKI Kpacku: 3 MKJI mpod).
[TpoBounu 3nekTpodope3 npu HanpsikeHuu 7 B/cm.

Busyanmmzamuio pe3yiapTaToB mpoBend Ha TpaHcwumomuHaTope TCP-20LM
npu anuHe BoHBI 312 HM. Pesynbrarsl ¢ukcupoBanmu nudpoBoit dhoTokamepoin

Casio.

2.1.2.16. IIposenenue RT-PCR

KonuvecTBeHHYI0 MOIUMEpa3HyI0 LEMHYI0 PEaKlMI0 MPOBOAMIA Ha Tpubope
Bio-Rad CFX 96 (Bio-rad, CIIIA) ¢ roToBOii KOMMEPUYECKH TOCTYIMHOW CMECHIO
mis PCR gPCRmix-HS SYBR+LowROX (EBporen, Poccust)  coriacHo
CJIEIyIOLIEMY MPOTOKOIIY:

e [lepBonavanbHbIi nporpes npu 95 °C — 2 MUHYTHI;
e 30 HUKJIOB BHUAA:
o nenaryparmus npu 95 °C B Teuenue 30 CexkyH;

o oTxur nparimepoB 1ipu 52 °C B Teuenue 30 CEKyH/I;
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o) snoHrauus uenu npu 72 °C B reuenue 1muH 30 cexk.
e uHKyOupoBaHue cmecH npu 72 °C B Te4eHUe 5 MUH.
Kauecteso PCR mpoaykToB OIEHMBaIM 110 KPHUBBIM IUJIABJICHHS U

anekTpodopeTndecku B 2,5% arapo3HoM rene.

2.1.2.17. Cratuctudeckas o0paboTKa JTaHHBIX

OnpITEl TPOBOJMINCH B 3-X NOBTOPHOCTSX. AHAIMTUYECKOE OIPEICICHHE
JUISL K&KJI0M U3 Mpo0 OCYIIECTBIISIIN B TPEX MOBTOPHOCTX. B Tabnniax oTpakeHsl
JaHHBIE OMBITOB, II€ KaXJ10€ U3 3HAYCHHUH SIBISETCA CPEIHUM apU(PMETHUECKUM.
Jns onpeneneHus JOCTOBEPHOCTH PE3YJIbTATOB MPUMEHSIN METOJI BApUALIMOHHON
cratuctukd. llpu maremaruyeckoil oOpabOTKE HCIONB30BAIN CTATUCTUUYECKUI

kputepuii CterofeHTa [28].
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2.2. PE3VJIBTATBI 1 UX OBCYXIEHUE

2.2.1. OxucnutenabHbIA METa00IN3M MUTOXOHAPUH JIETaTEIbHBIX MBIIIIL HIMeNIeH

2.2.1.1. UHTEeHCUBHOCTH MOTPEOICHUS KUCIOPOa U BBIACICHUS YTIIEKUCIIOro ra3a

mMEJIIIMHA

CBOICTBOM Opranmsma, KOTOpO€ MOXKET XapaKTepU30BaThb MHTEHCHUBHOCTD
KaTaOOJIMYECKUX TMPOLIECCOB, MPOUCXOANIMX B KIETKAX M TKaHSIX, SBISETCA
noTpebieHre KUCIOPOAa M BBIJICICHHUE YTIIEKUCIIOTO Ta3a B MPOIECCE JIbIXaHUsI.
HecMoTpst Ha TO, 4YTO XOJIOAHOKPOBHBIE >KMBOTHBIE HE TPATAT HHEPTUI0 Ha
MOICP)KaHNE TEMIEPATyphl Tela, MX JbIXaHWE TaK)KE€ MOXKET UMETh BBICOKHE
3HA4YCHUs, KOTOPBIC 3a4acTyI0 3aBUCSAT OT TEMIIEPaTyphl OKPY)KAIOIICH Cpeibl
[239]. B. terrestris pacmpocTpaHeH B CEBEPHBIX PErHMOHAX M MMEET aJalTHBHBIC
4epThl K XOJIOAHOMY KimMmaTy. Tak, B OTIW4Yue OT OOJBIIMHCTBA JIPYTHX
HAaCEKOMBIX TemIlepaTypa Tena mmenei coxpansercs okosno 30 °C u Beime. OHu
MOTYT COXPaHSITh CIIOCOOHOCTD K MOJETY mpu Temieparypax Hike 10 °C [109].

Cpennuii ypoBEHb JIBIXaHUS JJIs1 B3POCIOro IIMeNss cOCTaBui 37,9 MKMOJb
O,/mun/rpamm maccel. Ilpu 3ToM ko3dduiment RQ, KOTOphIi XapakTepusyer
UCTOYHHUK SHEPTUU I JIbIXaHus (YIJIEBOABI U XKUPBI) Opranusma, y B. terrestris
o611 paBeH 0,92. 3T0 TOBOPUT O TOM, YTO OCHOBHBIM HMCTOYHMKOM DHEPTHUH IS
KaTa0OJIMYECKUX MPOIIECCOB HACEKOMOTO SIBJISIETCSI OKMCIICHUE YTJICBOJIOB.

Jl7iss CpaBHUTENLHOTO aHaN3a CKOPOCTH JBIXaHUS IIMEINS M0 CPABHEHUIO C
TEMJIOKPOBHBIMU OpPTraHU3MaMH HaMH OBLT KCTOJB30BaH TaKOW JIaOOpaTOPHBIN
o0bekT, kak Mus musculus. )KuBoTHoe momemniaiu B W30JIMPOBAHHYIO KaMepy U
U3MEpSUTH yPOBEHb JbIXaHWUS B TeYeHHE 3 MUHYT. M3mepenue npixanus B.
terrestris mpoBoauau B aHanormyHoi kamepe. CKOPOCTH IbIXaHHUS OPraHM3MOB

M300paKEeHbI HA PUCYHKE 3.
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Mus musculus Bombus terrestris

Puc. 3. CpaBuenue apixanus 3emistHoro mmentst (Bombus terrestris) u

nomoBoit Mbitii (Mus musculus) B cocTostHUM TTOKOSI.

JIpIxaHue 3eMJIIHOrO mmens B 7,75 pa3a MpeBhIANO AbIXaHUE JTOMOBOM
MBIIIIA. DTO TOBOPUT O TOM, YTO, HECMOTPS HAa TO, YTO IIMEIM SBISIOTCS
XOJIOJJHOKPOBHBIMU OpPTraHU3MaMM, OHM HMMEIOT BBICOKHME YpPOBHHU JbIXaHUS B
nepecuere Ha rpaMM Maccbl. TakuMm oOpa3oM, B TKaHSAX IIMENEeH NpoXonsT
BBICOKOCKOPOCTHBIC a3pOOHBIE KaTaOOJIMYECKHUE IIPOIECChl, KOTOphIE, CKOpee
BCET0, CBSI3aHbI C HAJTMUKMEM JICTATCIbHBIX MBIIIIII,.

CKOpoCTh [JIBIXaHMSI HACEKOMBIX MOXET CHJIbHO 3aBHUCETh OT CTaJuu
pa3sBUTUSL OpPraHMW3Ma BBHUAY TOrO, YTO 3THU JKUBOTHBIC HMEKOT NOJHBIM LUK
pPa3BUTHUSI C CYIIECTBOBAHUEM (ha3bl JUUYUHKHU, KYKOJKH M B3POCIOTr0 HACEKOMOTO.
YuuteiBas TOT (aKT, YTO MIMEIU CHOCOOHBI OCYIIECTBIATH MOJET TOJHKO BO
B3POCJION CTaJuu Pa3BUTHsA, HauOOJee BHICOKHE YPOBHU MOTPEOJICHUS KUCIOPOa
OyIyT XapaKTEepHBI JIsl CTaJIUA B3POCIOTO HACEKOMOTO. J[JIs BBISIBIIEHHS] CKOPOCTH
MOTPeOICHNUST KUCIOPOJa W BBIACICHUS YIIICKUJIOTO Ta3a 3TH MOoKa3aTeau ObuUIn
U3MEepEeHBI Ha Pa3HbIX CcTafusx pa3Butus B. terrestris. JInunMHKM ObLIN M3BJICUYCHBI

U3 KPYNMHOM KOJIOHMM IIMEJIeH, IMOCJe 4Yero cpa3y Obul ompenereH ypOBEHb
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neixanus. Jlyis Oosiee TOJHOW KapTHHBI ABIXAHUS TPH HCCIACAOBAHUHM CTaIUN
KYKOJKA OBUTIO TMPOW3BENCHO JCICHHE Ha 2 TOJCTAIUU: «PAaHHSS KYKOJKa» WU
«MO3HSAA KYKOJIKa» BBHUJIy TOTO, YTO IPOIECChl MeTamopdo3a Ha ATOM CTaJauu
ABJISIIOTCSL IMHAMUYECKUMU TokazaTeasiMu. CKOpOCTU TOTJIONIEHUS KHUCIOpoAa U

BBIACIICHUA YITICKUCIIOIO Ira3a IIpCaACTaBJICHBI HA PHUC. 4,
45 -
40 A
35 A

30 A

25 -
@ [kucnopoga]

B [yrrnekucrblia ras)

20 A

15 A

MKM/MUH/TpaMM MacChl

10 A

Puc. 4. [lpixanue B. terrestris Ha pa3Hpix cTaausax pa3sBuTus. 1 — muauHka, 2

— paHHSSA KyKOJKa, 3 — NO3JHSs KYKOJIKa, 4 — B3pOCI0€ HACEKOMOE.

CkopocTh JpIXaHHUsI Ha CTaaud JIMYAHKA cocTaBwia 2,1 MKMoJb
O,/Mun/rpamm mMaccsl (2,9 mxmoas CO,/Mus/rpamm Maccebl). JJist paHHeH KYKOJIKA
TOoT ToKazarenb coctaBuin 0,8 mrmonb O,/mun/rpamm maccel (0,9 MKMOIb
CO,/mun/TpaMmm Macchl), st mo3aHed Kykoaku — 0,7 mxmoibs O,/mMus/rpamm (0,8
Mkmoiib  CO,/mMuH/TpaMMm  Maccel). B To Bpemsi Kak JbIXaHHE Y B3POCIIOTO
HacekoMoro coctaBwio 34,2 wmkMmonb O/mMun/rpamm maccel (37,2 MKMOIb
CO,/mun/rpamm maccbl). CTosib BbICOKasi UHTEHCU(DUKALIKA JIbIXaHUS BO B3POCIION
CTaJWH, CKOpee BCEro, 0O0YyCIOBICHO (OPMHUPOBAHUEM JIETATEIBHBIX MBIIIIII,

KOTOpBIE cojiepkaT B cebe orpoMHoe KoiaumdecTBO MuToxoHnpui [207]. Takum
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oOpa3oM, B MUTOXOHAPUSX JIETATCILHBIX MBI IIMEIS MPOUCXOIAT
BBICOKOMHTCHCUBHBIE KaTaOOIMYECKUE PEAKIINK, COTIPOBOKIAEMbIC TIOTJIOMCHUEM
KHUCITIOPO/Ia.

[Tonér HaceKkOMOro SBISETCS BBICOKOMHTCHCHBHBIM META0OMUESCKUM
MIPOIIECCOM BBHJYy BBICOKHX MOTpeOHOCTel B Mojekynax AT® st cokparmeHus
JeTaTeIbHOW MyCKynaTypbl. [Ipm 3TOM y HEKOTOPBIX HACEKOMBIX CKOPOCTH
noTpeOIeHUT KUCIIOpoJa B TMporiecce moyéra Bo3pacrana Oomee yeM B 100 pa3
[43].

JIJ1sl BBISIBIICHUS YPOBHS JBIXaHUS IIMENIEH BO BpPEMs TOJIETA U COCTOSHUS
TIOKOS JIEJIVJIA )KUBOTHBIX Ha 2 Tpynmbl. Hemeraromue HaceKOMbIE N30JIMPOBATIICH
OT CBETa, 4YTO MPUBOJAWIO K TIOJHOH OCTaHOBKE JIETATEIbHOM aKTUBHOCTH.
Jletaronue HAaceKOMBIC HAXOIWIMCh IIOJ JaMIIOW ITHEBHOTO cBeTa. [lpm »TOM
YUUTHIBAJIOCh KOJUYECTBO IIIMEJICH, HE OCYIICCTBISIONUX TMOJET BO BpeMs

IIPOBCACHUA SKCIICPUMCHTA. PGBYJ'IBTaTBI OKCIICPUMCHTA I/I306pa}KeHBI Ha pHuc. 5.

80

70 A

60 -

50 A

[m]
40 - [kucrnopoa]

B [yrnekucrbiv ras]

30

MKM/MHH/TpaMM MaccChl

20 -

[Nokon MonéT

Puc. 5. JIprxanue B. terrestris B mokoe u monére.

JIpIxaHue BO BpeMs MOJETa MIMEII YBEINYMWIoch B 1,92 pasa, 4To TOBOPUT O

BBICOKOM YpPOBHE JbIXaHHs BO Bpemsi mokost B. terrestris. 3to MoxkeT OBITH
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CBSI3aHO C HEOOXOJAMMOCTHIO JIAaHHOTO BHJIA HACEKOMOIO IOJJICPKHUBAThH
HEOOXOIUMYIO TEMIIEPATypy Tejia BO BPEMs ITOKOSI, YTO TPEOyeT MOMOIHUTEILHON
BBIPaOOTKH MOJIeKyl AT® MHUTOXOHAPHSIMH, KOTOPBIE SIBJSIOTCS OCHOBHBIMH
notpeduTeasImMu Kuciopoga y B. terrestris.

Bce BhimenepeuncieHuble  (DU3MOIOTMYECKAE [TOKA3aTeld IMPUBOIAT K
BBIBOJY O  B@KHOCTH  WCCIICAOBAHHMS  OHWOIHEPIETHUCCKMX  IPOIIECCOB,
IPOUCXOAIIMX B JIETATCIBHBIX MBIIIIAX IIMEIIS, BBISIBICHUIO YPOBHS IbIXaHHS
MUTOXOHApHH, mponykiuu ADK u MexaHW3Mbl 3alUThl OT IOBPEKIAIOIIETO
JCHCTBUS CBOOOIHBIX PaJUKAIOB, KOTOPBIE SIBISIOTCS CICACTBUEM BBICOKHX HOPM

NOTPEOIEHUS KUCIOPOAa MUTOXOHIPUSIMH.

2.2.1.2. XapakTepucTrka KaTaboInuecKuii akTUBHOCTH MUTOXOHAPUI

JICTATCIIbHBIX MBIIIIIT IIMeIeHn

Hcnonb30BaHue «KIACCUYECKOW» MPOLIEAYPHI BBIICICHUS MUTOXOHAPUN U3
JIeTaTEeNIbHBIX MBI HACEKOMBIX [47] HE MPUBEJIO K MOJOKUTEIbHOMY PE3yJIbTaTy.
[Tpu4rHBI ATOTO HESICHBI: BO3MOXHO, Mpo0JIeMa B OOJIbIIEH TOJIUHE XUTUHOBON
0o0OJIOUKM TOpakca IIMens M i e€ pa3pylieHus Heo0XoauMo OoJbliee
MEXaHUYECKOE YCWIHE, YeM JUI1 MEJIKUX HAaCEKOMBIX, YTO IPUBOAHUT K
pa3pyLICHUIO JOBOJIBHO OOMBIINX MO Pa3MEpPy MUTOXOHAPUHN JIETATEIbHBIX MBbIIIII]
mmeneit. [TpumeHenHblid HamMu crnocoO (cM. paszznen Meroabl HccieTOBaHUA)

MIO3BOJIMI TIOJTYYHTh TPEnapaT ¢ BICOKAM JIbIXaTebHbIM KOHTpOJIeM (Puc. 6.).
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Mito

50 Hmonb O,

Puc. 6. Cxema »sKcrepuMEHTa IO PEruCTpall CKOPOCTU IOTJIOLIEHUS
KHCJIOPOJa ¥ BEIUYMHBI JbIXaTEIBHOTO KOHTPOJISI MU30JIMPOBAHHBIX MUTOXOHJIPUI
B. terrestris. CocraB cpenbl mHKyOanuu ykasaH B «Marepuaniax u Mertomaxy;
KOHIIEHTpAaIs Kaxa0ro u3 cyocrparoB 10 MM. 3HaueHus o1 KpUBOM — BEIMYHUHA
npixanusg HMoub O,/mub/Mr Oenka. CokpamieHus: MUTO, MUTOXOHApPUHU; KATp,

KapOOKcHaTpaKTUIAaT.

B kauectBe cpenpl UMHKyOauuMu ObUTM  OMpPOOOBAaHBI JBa  IIMPOKO
UCIIOJIb3YeMBIX COCTaBa: C HHM3KOW HWMOHHOW CHJION («caxapo3Has cpeia», CM.
METO/IbI UCCIICIOBAHMS) U C BHICOKOM MOHHOM cuiiol («kayiueBas cpega», 150 mM
KCI, 20 MM HEPES pH 7.4, 0,2 mr/mn BCA, OYHIIICHHOTO OT JKUPHBIX KHCIIOT, 1
MM DOI'TA). CkopocTh HbIXaHHS W CTENECHb COMPSDKEHUS TMPEernapaToB ObLTH
3HAUUTEIBHO HWXKE NPH MCHOJb30BAaHUM KaJIMEBOM Cpeibl, IOITOMY BCe
MIPE/ICTABIICHHBIE B JIAHHOW paboTe AaHHBIC OBLIU MOJTYYEHBI C MCTIOJIb30BAaHUEM
Caxapo3HOU CPEJbI.

B OonpummHCTBE  OMYyOJIMKOBAaHHBIX  pabOT € HM30JUPOBAHHBIMU
MUTOXOHAPUSIMU MIJICKOMUTAIOIINX U HACEKOMBIX B Kau€CTBE KPUTEpPUSI KauecTBa
npenapaTa CIysKUT Ko3(Q(HUIMEHT IbIXaTeabHoro koutpos anst HAJl -3aBucuMbIX
cyOcTpaToB OKucCieHHA. Mexay TeMmM, B OTCyTcTBUE uHGMopmanuud 00

69



OCOOEHHOCTSIX OKHCJICHHSI MCTIOJb3YEeMbIX CyOCTpaTOB, MHTEPIpPETAIlUs 3HAYCHUN
JBIXaTeTLHOTO KOHTPOJIS 3aTpyJAHEHa M 4Yallle BCETO HE OTpakaeT CTEeIeHb
WHTAaKTHOCTU TMIpenapara MHUTOXOHJpUH. B cBsi3M C 3TUM, MBI HCIOIB30BAIU
OPH3UMATHYECKUI METOJ OICHKA TPOHUIIAEMOCTH BHYTPEHHEH MeMOpaHbI
MUTOXOHApU. [TprMeHEeHHBII HAMU METO]I OCHOBAH Ha HAJEKHO YCTAaHOBJICHHOM
dakre (g OONBIIMHCTBA MCCIEJOBAHHBIX OPraHU3MOB) HEMPOHUIIAEMOCTH
BHyTpeHHeil MemOpanbl MuroxoHapuil st HAJIH u okcanoanerata. depmeHT
MaTpUKCca MHUTOXOHJAPUN MallaTAerujiporeHasa karanuzupyer okucienue HAJIH
OKCaJloalleTaToM; B TperapaTe HW30JUPOBAHHBIX MHUTOXOHIPUN  OKHUCIICHHUE
sk3oreHHoro HAJIH oxcanoanietatoM BO3MOKHO TOJBKO B CIydae JOCTATOYHO
CEpbE3HBIX TOBPEKJECHUNA BHYTpPEHHEW MeMOpaHbl opraHel. B manpHedmmx
OTBITaX MBI MCIOJB30BAIA TOJBKO T€ MHTOXOHIPHUH, I KOTOPBHIX CTEIICHb
CTUMYJISILIIMKA MaJIaTACTUIPOT€HA3HOW aKTUBHOCTH JIETEPTEHTOM OBLJI0O HE MeHee 7
pas.

D(hekTUBHOCTh  OKHUCIEHUS  DK30T€HHBIX  WHTEPMEAMATOB  IIHUKJIA
TpukapOooHoBbix  kuciaoT (LITK) mutoxoHmpusiMu  MIIEKOMHUTAIONIUX B
3HAYMUTEILHON CTENeHW OOYCIOBJICHA HAJIMYUEM U aKTHBHOCTBIO OETKOB-
MEPEHOCUYMKOB ATHUX BEIIECTB BO BHYTPEHHEH MeMOpaHe MHUTOXOHIAPHUIA,
KOJUPYeMbIX 46 u3BecTHbIMU reHamu cemerictBa SLC25 [95, 169]. Haubomee
4acTO  HWCIOJIb3yeMBbIMH  KOMOWHAIUSIMH ~ CyOCTpAaTOB B HMCCIIECIOBAaHUIX
MUTOXOHIPHUA MIICKOTTUTAIONTUX SBJISIOTCS KOMOWHAIIMY NMUPYyBaTa WM TIIyTamaTa
C MaJlaTOM, W CyYKIIMHAT. B TO e Bpems, HaJIMYWE TaKWX IEPEHOCUYHKOB, I10-
BHUJIMMOMY, HE SIBIIICTCS HEOOXOIUMBIM Il 00ECIIEYEHUsT BBHICOKOW aKTUBHOCTH
OKUCIHUTENBHOTO (OCHOPUIUPOBAHUS B MHUTOXOHIPHUSX JICTATCIBHBIX MBIIIII]
HaceKOMbIX. CuWTaercs, 4YTO MHUTOXOHIPHWH JICTATCIBHBIX MBI HACCKOMBIX
HECMOCOOHBI OKHCIIATh MajaT, TAyTaMmar, W CYKIMHAT B CHJIy OTCYTCTBUS
HEOOXOMUMBIX mepeHocunkoB [47, 48]. Tem He MeHee, NPUIOKEHHUE TaKUX
BBIBOJIOB K MUTOXOHAPUSM IIMENEeH HEe MpEeACTaBISETCS OINpaBIaHHBIM BBHUIY
3HAYUTEIBHBIX Pa3IUYMii B OWMOXMMHUM PA3IMYHBIX TAKCOHOMHUYECKUX TPYII

JE€Taromnux HACCKOMbIX. B cBsa3u ¢ OTHM, OBLII0 H€JI€COO6p33HO BBIAACHUTD
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3 deKTUBHOCTL OKHcIeHus pasauunbix HAJ['- u ®AJI-3aBHCHMBIX CyOCTpaToB
MHUTOXOHAPHUSIMU HIMEIIEH.

OxucneHne cyOCTpaTOB OLIEHUBAIIM, PETUCTPUPYST MAKCUMAJIbHBIE CKOPOCTH
dochopmupyromero apixanus. OLEHWBAIUCh KaK MaKCHUMaJbHbIE CKOPOCTHU
JbIXaHWsl, TaK W BEJIWYMHA JbIXaT€IbHOTO  KOHTPOJI  M30JMPOBAHHBIX
MUTOXOHIpHH (Tad. 1).

Tabmuma 1.
CKOpOCTH NOTJIOMICHHS KUCIOPO/1a U BEIMUMHBI JbIXaTEIbHOTO KOHTPOJIS
M30MPOBAHHBIX MUTOXOH IpHIA B. terrestris okucnsronmx HAJL" u ®AJI-

3aBUCUMBIE CYyOCTpPATBHI.

Cyb6ctpar dochopunupyromee |Hedbochopunupyromiee| Koaddurment
OKHCIICHUS JbIXaHHUE JIbIXaHHUE JBIXaTEIIEHOTO
(+tAJ1D) (+tKATp) KOHTPOJIA
[Tupysar 92,80+5.74 3,70 £0,43 25,1
Manat 2,40 £0,19 1,80 +0,20 1,3
['myTamar 12,80 +1,29 3,80 +£0,44 3,4
[{utpar 2,10 £0,15 1,60 £0,15 1,3
[Mponuu 17,60 £0,87 80 £1,13 2,2
[Mupygat + 121,60 +7,02 15,60 +2,65 7,8
Maunar
[Tupygat + 121,60 7,96 12,20 +2,32 10
[Iponun
[Tupysar + 131,20 +9,88 19,60 +2,94 6,7
I'myramar
['mytamar + 11,20 +0,94 3,70 +0,44 3
Maunar
CyKIHar 54,00 £1,72 49,10 £4,35 1,1
Anbda- 202,70+£12,4 135,10 £17,60 1,5
['munepodocdar
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Kak oka3zanoch, MHUTOXOHIPWUU MIMEJIEH TOYTH HECTIOCOOHBI OKHCISITH
HK30T€HHbIE MaJlaT, TiyTaMaT U HUTpaT. B TO e BpeMmsi, OKHCIEHHE SK30T€HHOTO
nupyBata ObUIO BechbMa 3(PPEKTUBHO; MPHU ATOM J00aBJICHHE MajaTa, MpOJMHA
WIM TiyTamaTa 3HAYUTEIbHO YBEIUYUBAJIO CKOPOCTh (HOCHOPHIUPYIOIIETO
JpIXaHusg. MakcuMalnbHas BeTUYMHA JBIXaTEIbHOT0 KOHTPOJIA HabJtonanach npu
WCIIOJIb30BAaHUU MHpPyBaTa MpPH OTCYTCTBUM JPYruX 1O00aBOK; MPU OKUCICHUU
nupyBara B KOMOMHAIIMM C MajlaToOM, TJyTaMaTOM U MPOJUHOM TakKxkKe
HaOJIoAAJICS JOCTATOYHO BBICOKHM JBIXaTEIbHBIA KOHTPOJIh. OKUCICHUE MPOJIMHA
NPEACTABIAET OCOOBIM Cllydail, TaK KaK IPOJUH OKHUCISIETCS B MUTOXOHJPHUSX B
JIBE CTaJuH, IEpBasi — CKOPOCTh-TUMUTHpYIomas — sBisiercss PA/[-3aBucumoit, ¢
yOMXHWHOHOM JBIXaTEIbHOM IENH B Ka4eCcTBE (DMHATIBHOTO aKIENTOPA DJIEKTPOHOB,
Torna kak Bropas cramus HAJ['-3aBucumas [177]. TlpuHATO CcuuMTaTh, 4YTO
7¢h(HEeKTUBHOE OKHUCIICHHE MPOJIMHA XapaKTEPHO JJII MUTOXOHIPUM JIeTaTEIbHBIX
MBI  KPOBOCOCYIIMX HAceKoMblXx [61] w sABigercs ajanranued K
cnenuduyeckomy, 60raToMy IMpPOJUHOM, BUAY OCHOBHOW IMUIIU STUX HACEKOMBIX.
OnHako, TbLIbIIA PACTEHHM, TaKKe JOCTaTOYHO Ooraras mpojauHoMm [178],
COCTaBJISIET 3HAYUTENIbHYIO YacTh MUTAaHUS mMenei. Tem He MeHee, OKUCIEHHE
MPOJIMHA MHUTOXOHJAPUSMU IIIMEJIEH MPOUCXOAUT MEUICHHO W € HU3KUM
koddduimeHToM ApIxaTenbHOr0 KoHTposis (Tabm. 1). B cBsasu ¢ otum,
MPEACTABIIAECTCS MaJOBEPOATHBIM, YTO 3TOT CyOCTpaT UMEET OOJIbIIOE 3HAUCHUE B
o0ecrieueHur OMOIHEPTETUKH TI0JIETa IIIMEIICH.

Oxkucnenue @A/J[-3aBUCUMBIX CyOCTpaTOB CYKIIMHATA U o-riauiiepodocdara
MPEICTABIISIO OCOOBI HMHTEpEC BBUAY KpaHE NPOTHBOPCUMBBIX JaHHBIX B
OIyOJIMKOBAHHOW JUTEpAType [JIi MHUTOXOHJPUN JPYyTrUX BHUAOB JICTAIONIUX
HacekoMbIX. C OJHOW CTOPOHBI, ABTOPUTETHBIC MCTOUYHHUKH YKa3bIBAIOT Ha
OTCYTCTBHE CKOJIb-HMOYIb 3HAYMTEIBHOTO OKHCICHHMS CcykuumHaTa [194].
[TpuBOAMMBIE CKOPOCTH OKHCIICHUS CYKIIMHATa OOBIYHO B 8-10 pa3 HUXKE CKOPOCTH
OKHUCJIEHUS NHUpyBaTa NpPH OTCYTCTBUM (WMJIM OYEHb HU3KOM) JbIXaTEIbHOM
KoHTpoJie. OOmenpuHATEIM OOBSICHECHHEM HHU3KOW JBIXaTEIhHOW AKTUBHOCTH C

CYKOMHATOM ABJIAAIOTCA JaHHBIC KJIaCCHYECKOU pa60T1>1, YKa3bIBalOe Ha
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OTCYTCTBHE TepeHocunKa st 3Toro cyocrpara [48]. C nmpyroit cTOpOHBI, HU B
OJTHOM M3 M3BECTHBIX HaM padOTax HE OLEHUBAJIACH MHTAKTHOCTHh BHYTPEHHEU
MeMOpaHbl MUTOXOHIPHUM, YTO MOXKET 3HAUUTEIHHO TOBIUATH HA BEIMYHUHY
JIBIXaTeNIbHOTO KOHTPOJISI, OCOOEHHO C cyOcTpaTaMH THUMa CYKIMHATa WU O-
rinuuepodocdara; He OllEHUBaANIAch 00Ias aKTUBHOCTb CYKIIMHATIACTUIPOTEHA3HI,
YTO MOXET MOBJIMITH HA CKOPOCTh OKHCIIEHUS JIaHHOTO CyOCTpaTra, U HaKOHEIl, B
9TOW W JAPYTHX paboTax U3ydauch HacekoMbie oTpsaa Diptera (pasimunbie BUIBI
MyX), HE SIBJSIONIUECs OJM3KOPOJCTBEHHbIMU IMensM (oTpsan Hymenoptera). B
CBSI3U C OTHUM, Mbl H3MEPWIM OKHCICHHE CYyKIMHATa | o-riuiepodocdara
MUTOXOHApHUsIMU mMmeneil. Kak nmokazaHo B Tabnuie 1, MUTOXOHApUU MIMENEH
OKHCIISIIOT CYKIIMHAT CO 3HAYUTEIbHOU CKOPOCThIO, PaBHOM, IPUMEPHO, MOJIOBUHE
CKOPOCTH JbIXxaHus ¢ nupyBatoM (cMm. Tabn. 1). Ilpu sTOM MakcUMalbHBIN
JBIXaTENIbHBIM ~ KOHTPOJb  HE  IPEBbIIAJ 1.2-1.4, a  aKTUBHOCTh
CYKIIMHATAETUIPOTEHAa3bl ObLIa COMOCTaBMMa CO CKOPOCThIO AbixaHus (278 + 20
HMoub  JIXOU®/mMub/mMr Oenka). MexaHnueckoe pa3pylieHUE BHYTpPEHHEN
MeMOpaHbl MHUTOXOHJPUN YBEJIMYHMBAIO CKOPOCTh [IbIXaHWUSI Ha CYKIIUHATE,
IPUMEPHO, B JIBa pa3a. DTHU pe3yJbTaThl YKa3bIBaIOT, UTO 00a (hakTopa — HU3Kas
AKTUBHOCTb CYKIIMHATJETHAPOTEHA3bl W HEAOCTATOYHAS AaKTUBHOCTh (HO He
OTCYTCTBHE) TMEPEHOCUMKA JUKApOOKCHJIATOB — OTBETCTBEHHBI 33 HHU3KYIO
CKOpPOCTh OKHCHeHUs cyknuHata. C  JApyrod CTOpPOHBI, OKHCJIEHHE  O-
riunepodocdara (taxke spisronierocss MAJ[-3aBucumbiM cyOcTpaToM, HO HE
TpeOyIo1Iero CHEUATBHOTO NEPEHOCYUKA, TaK KaK anbda-
riuuepodochaTaeruaporeHasa, pacmnoiaraercsa Ha BHEIIHEH CTOPOHE BHYTpEHHEN
MeMOpaHbl MUTOXOHJPHI) OKa3anock BecbMma 3 dektuBHbIM (Taba. 1). Ckopoctu
JBIXaHUS TIPU OKUCIICHHSI 3TOTO CyOCcTpaTa ObLTH IPUMEPHO BIBOE BHINIE, YEM TPU
okucieHun nupyBata (202+£12 umomp Oy/Mun/Mr Oenka), XOTsS BeJIWYMHA
JBIXaTeILHOTO KOHTPOJII HU B OJJHOM W3 DKCIIEPUMEHTOB He mpesbimana 2. [lpu
UCCJIEIOBAHUM MUTOXOHJPHUI C HEONpeneNEHHBIMU paHee XapaKTepUCTUKaMU
BEJIMYMHA JbIXaTEIbHOTO KOHTPOJIA 3aBHCUT OT OOJBIIOTO 4ucia (HakTopoB, H

HeoO0s13aTeIbHO 0TpaXacT Ka4C€CTBO — KMHTAKTHOCTDL)> — IIpfCIiapara MPITOXOHI[pHﬁ.
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OpauM W3 BaXHBIX (DAKTOPOB, OMPEICISIONIUM BEIMYMHY JHIXaTEIbHOTO
KOHTPOJIS, SIBJSIETCS TIPUpOJa cyOcTpara OKucieHus. Hampumep, BBICOKUI
JBIXaTCNbHBI KOHTPOJb C MUPYBAaTOM  HEOOS3aTeNbHO O3HAYaeT BBICOKYIO
CTENICHb WHTAKTHOCTH IIpemnapara, Tak Kak MHUHUMYM JBa W3 YYacCTBYIOIIUX B
OKHCJIEHUH NMpyBaTa ()epMeHTOB — mupysataeruaporenasa u HAJl -3aBucumas
U30IUTPATACTUAPOTEHA3a — MOTYT 3HAUMTENBbHO akTHBUpoBaThcs AJD [188]. B
TAKOM CJIy4ae BBICOKHH JhIXaTEIbHBIM KOHTPOJIh MOXKET JOCTUTATHCSA HE 3a CUeT
BBICOKOTO KauecTBa MperapaTra, a 3a cueT 3aHWkeHHoW (B orcyrcTBUU AJ[D)
CKOpPOCTH He(OCHOPUIUPYIONIETO IbIXaHUS.

Hy>XHO OTMETHTB, 9TO HH B OJTHOM M3 W3BECTHBIX HAM HCCJICIOBAHHWHA HE
MPOBOJMIIACH OILIEHKA MEMOpPAHHOIO TMOTEHIMada MHUTOXOHJIPUN HACEKOMBIX.
W3mepennsi MeMOpaHHOTO TIIOTEHITMAJa 3HAYHMTEIBHO OTOJHSAIOT JTaHHBIE O
CBOMCTBAX MHUTOXOHJPHM, TIONYYEHHBIX TPU PETUCTPAIMU  MOTJIOMICHUS
kuciopona. Kak mokazaHo Ha puc. 7/, MUTOXOHJPUHU IIMEJNEeH TeHepHupoBaIU

CTaOMJIbHBI MEMOpPAHHBIN OTEHIIMA TPU OKUCICHUH MUPYBaTa.

MuTo AO® rkATp Pazobwurens 2,4-0H®

i

T
a

Ny

100c

—

Puc. 7. MeMOpaHHbIi moTeHIMal MUTOXOHApuil B. terrestris. DddexTs
AID, xATp u pazoOmuTens Ha MEMOpPaHHBIM MOTEHIUANT MHUTOXOHIPHIA,

okucisronux nupyBar. O.E.®d. — oTHOCUTENbHBIC €IMHUILI (DIYOPECIICHIUU.
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Cpena unkyOamuu conepkana 220 MM mannutona, 100 MM caxapossr, 1 MM
OI'TA, 4 mM KH2PO4, 0.2 mr/mn BCA, 20 MM HEPES pH 7.4, 10 MM a-
rmmnepodocdar, 100-200 MKr MuUTOXOHJpUadbHOrOo Oenka, W 2-4 HMOJb

cadppanuna O.

Nuunmanust oxuciautenbHoro dochopunupoBanus gobdasnenuem AJlD
CHW)KaJla  MEMOpaHHBIH  TOTEHIMAJ.  DBJIOKMpOBaHWE  OKHUCIUTEIHHOTO
dbochopunupoBanus 1pu  Tnomornu uHruoutopa ATD/AJID-tpaHciokaTopa
KapOOKCHATPaKTUIIO3UIa BOCCTaHABIIMBala MEMOpPaHHBIN MOTEHIMA, MPU ITOM
nocieaywmme 106asku pazoouurens (JJH®D) Bei3biBaiu cHUKEHUE MEMOPAHHOTO
NOTEHIIMAJIa  MPOMOPIMOHATIBFHO  €ro  KOHIEeHTpamuu. Takum  oOpazowm,
MeMOpaHHbI TOTEHLIHA MHUTOXOHAPUHN IIMENEHd HM3MEHSETCSs B OTBET Ha A3THU
100aBKM TOYHO TaKUM e 00pa3oM, Kak U MEMOpPaHHBIN MOTEHI[UAT MUTOXOHIPHIA
MJIEKOMUTAIOMINX, YTO MOATBEPKAAECT 3HAUUTEIIBHOE CXOJCTBO JIBIXaTEIbHOMN LENU
U cucteMbl (ochopuaMpoBaHUS HACEKOMBIX UM MIleKomuTarommx  [47].
MuToxoHApUM MIMENeH UMEIT OCOOEHHOCTH, 3aKIJIIOYAIONIYIOCS B CIIOCOOHOCTH
NOAJCPKUBATh  3HAUUTENIBHBIM ~ MEMOpaHHBIM  TOTEHIHal B  OTCYTCTBHUE

9K30TE€HHBIX cyOcTpaToB (puc. 8).
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MuTto PoteHoH o-Tnuyepochocchat  AHTUMUMUMH A

b b

] CykuwHaT
e
g l |
O
_E
< 100
e —

Puc. 8. MemOpanublii moTeHIMAT MHTOXOHApUK B. terrestris. Bnmsuue
®AJI- 3aBUCHMBIX CyOCTpaTOB HA MEMOPAHHBIN TOTEHIIMAT MUTOXOHpHii. CocTaB
cpeabl WMHKyOamuu, cMm. puc. /. CykuuHat u o-raunepodocdar mobaBisiivd B
KoHIeHTparuu 10 MM, aHTUMMIIMH UM POTEHOH AO0OABJSUIM B KOHIEHTpAlUU 5

MKM.

[To-BuauMoMy,  MUTOXOHAPUM  IIMEJIEH  COAEPXKAT  3HAUYUTEIIbHBIC
KOJIMYECTBA OKHUCJSIEMBIX CYOCTpaToB B MAaTpPUKCE, YTO HETUIUYHO IS
MUTOXOHAPUM MIICKOTIUTAIOMMUX. BO3MOXHO, 4YTO ATH CyOCTpaThl SBISIOTCS

+
uatepmearnaramu HAJI -3aBucuMbIx (hepMEHTOB IMKJIA TPUKAPOOHOBBIX KHUCIIOT,
YAEPKUBAEMBIX B MATPUKCE H3-3a HHUZKOM AaKTUBHOCTHM COOTBETCTBYIOIIUX
+
nepeHocunkoB. HAJ[ -3aBUCUMOCTh  JHJIOTEHHBIX CYOCTpAaTOB CJeayeT U3
MO/IaBJICHUS] MEMOPAHHOTO TOTEHIIMAJIA POTEHOHOM, WHTHOUTOPOM KOMILIeKca |
neixatenpHo memu (puc. 8). Crneayer OTMETHTh, YTO B O9THX YCJIOBHSX
n00aBJICHHE CYKIIMHATA MPAKTHYECKH HE yBEIMYMBACT MEMOPAHHBIA MOTCHIIHA,
TOTa Kak [mocienyromniee nobaBieHue o-raunepodocdara  MPUBOAUT K

SHAYUTCIbHOMY  YBCIMYCHHIO MCM6paHHOFO MNOTCHIUAaJIa. Ot JaHHBIC
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YKa3bIBAIOT, YTO OCOOCHHOCTHM OKHUCIEHHUS CYKIMHATa, OIMHMCAHHBIC BBIIIE
(OTHOCUTEIBHO BBICOKAsi CKOPOCTb JBIXaHUSA MPU OTCYTCTBYIOIIEM IbIXaTeIbHOM
KOHTPOJIE M JOCTaTOYHO BBICOKOM aKTUBHOCTBIO CYKIMHATICTHIPOTEHA3bl),
Haubosee BEpPOSTHO OOBSACHAIOTCA  HU3KOM  aKTHUBHOCTBIO  IEPEHOCUMKA
JTUKApOOKCUIATOB, a HE JpyruMu ¢dakTopamu, K MpUMEpPy, HU3MEHEHUSIMU B
TEPMUHAIBHOM YacTU JbIXaTeIbHOM LeNu WIK OOJIBIIUM  KOJIHMYECTBOM
MIOBPEXKJEHHBIX MMUTOXOHApPUM B mnpenapare. [lociennne He DAalOT HUKAKOTO
BKJIaZla B M3MepsieMblii MeMOpaHHBbI MOTEHLIMAJ, TOIJa KaK OKHCIEHUE O-
runepodocdara NpoTeKaeT C y4aCTHUEM TEX K€ CaMbIX KOMILJIEKCOB JAbIXaTEIbHON
HeNM W TIEPEHOCUYMKOB DJEKTPOHOB, UYTO U OKHUCJIEHHWE CyKIMHATa, 3a
UCKJIIOYEHHEM (pakTa, uTo anbda-riuuepodocdarokcuaaza HaXOAUTCS CHAPYKU
Oaprepa BHyTpeHHEH MeMOpaHbl M HE HYXKJACTCsl B MIEPEHOCUUKE JJIs TIOTyUeHUS
JI0CTyTa K CBOEMY CyOCTparTy.

Takum o0Opa3zom, pa3paboTaH M CTaHJAPTU3UPOBAH METOJ BBIACICHUS
MUTOXOHJIPUH JIETATENIbHBIX MBIIII IIMENEH, MO3BOJISIIONIETO MOIy4YaTh XOPOIIO
CONPSDKEHHBIN  IpermapaTr, M  MOJy4YeHbl JbIXaTelIbHbIE  XapaKTEPUCTHKU
MUTOXOHJIpH. XOTsI IpeACTaBIEHHBIC B pab0Te TaHHBIC O TBIXaHUU MUTOXOHIPUN
HOCAT OIPaHUYEHHBIM XapakTep, OHHM IO3BOJSIOT YTBEPXkKAAaThb, YTO CBOMCTBA
MUTOXOHJIpPUM IIMeNIell TOXO0KM Ha YCTAHOBJICHHBbIE paHee jsi OOJbIIMHCTBA
JeTalomuUX HAaceKOMbIX [47], U 0coOeHHO ONM3KM K THUIY, HAOJIOIaeMOMY Y
npesacraButeneii kinacca Diptera: mscuas (Blowfly, Phormia regina) u nomarisss
myxu (Housefly, Musca domestica). Ognako, B OTIIMYHE OT MyX, MHTOXOHAPUHU
nmese HecnocoOHbl 3HPEKTUBHO OKUCTATH MPOJIMH. TeM He MeHee, KaK U y MyX,
MUTOXOHJIPUM  IIMEJEeH HMEIOT OTrPaHUYEHHYI0 CHOCOOHOCTh  OKHUCIATH
DK30TCHHBIE WHTEPMEIUAThl IUKJIa TPUKAPOOHOBBIX KHUCIIOT, MPU MaKCHUMAJIbHBIX
CKOPOCTSIX JbIXaHHWsl C cyOcTpaTamMH TJIMKOJIM3a MUPYBaToM H  anb(a-
rnunepodochaToM B KadeCTBE  CyOCTpaToB  OKHCICHHUs. J[pIXaTenbHbIN
koadduiment (respiratory quotient, RQ) neraromux mmeneid 0JIM30K K CAMHHIIC
(cM. BBIIIE), UTO CTPOTO YKA3bIBAECT HA YIJIEBOJbI B KAUECTBE OCHOBHOTO TOILIUBA,

06CCHC‘H/IBaI-OH.ICFO pa60Ty JC€TATCIIbHbIX  MBIIIII. I[IImenn He 3amacaroT
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nuTaTeNbHble CyOCTpaThl B BHJAE TIJIMKOT€HA WJIM JIMIHUJIOB. OCHOBHBIMHU
pacxolyeMbIMU BEIIECTBAMU B TOJIETE SBISAIOTCS  HEMOJIMMEPU30BAaHHBIC
yriaeBobl (TII0K03a, GpyKTo3a) reMoauMdbl U Tperajao3a MbIIII] TopakcoB [96].
OCHOBHBIE IPOAYKTHI OKHCIICHUS CaxapoB — o-Tiauiepodocdar (mpoMeKyTOUHbIN
NPOJYKT) U NUPYyBaT (KOHEUHBIA TPOAYKT). UMEHHO 3Tu cyOCTpaThl SIBISIOTCS
ONTUMAJIbHBIMU  JIJI1  TOJAJEPKAHUS BBICOKOM CKOPOCTH  OKHUCIUTEIHHOTO
MeTaboIM3Ma MUTOXOHIPUI HIMENeH, KaK CleAyeT U3 MPeACTaBICHHBIX B JaHHON
pabore pe3ynpTaToB. LlMKJI TpPUKAPOOHOBBIX KHCIOT SIBISETCS OCHOBHBIM
KaTabOJMYECKUM MyTEeM OKHCIICHUS B MUTOXOHIpHSIX. MOXKHO IMpeArnoiaraTh, 4To
B Cllydae JICTAOIIMX HACEKOMBIX CIICHIHAIN3aIs M0 OTHOIICHUIO K MCTOYHHKAM
NUTaHUS HapsAy CO 3HAYUTENIbHBIMHU 3HEprosarparaMu AJig o0ecredeHus IMoJIeTa,
npuBela K OBOJIONMOHHBIM  MOAU(PUKALMSAM MHUTOXOHIAPHA B  CTOPOHY
ONTUMU3ALNN OKUCIUTEIBHOTO METab0I13Ma MPOIYyKTOB TIIMKOJIN3a. JTO, B CBOIO
oyepe/ib, MOTPEeOOBAI0 CHUKEHHSI OTTOKA MHTEPMEIUATOB LIUKJIAa TPUKApOOHOBBIX
KUCIOT W3  MUTOXOHJpUW, 0OeCreYuBaIONIeHCs HHU3KOW  aKTUBHOCTHIO

TpaHCMEMOPAHHBIX MIEPEHOCYUKOB ITUX UHTEPMEINATOB.

2.2.1.3. Tlpoaykiusi akTUBHBIX (POPM KHCJIOPOa MUTOXOHAPUSIMHU JIETATEIbHBIX

MBI HIMEJIEH

MUTOXOHAPUM SIBJSIOTCS TJIABHEHIITUM PECYPCOM B MPOIYKIIUU aKTUBHBIX
dbopm kucnopoma. B cpennem B kiieTkax MUTOXOHJIpUSIMU ycBanBaeTcs 10 85-90%
BCEro noTpedsieHHoro kucinopoaa [124], yto Hen30€KHO MPUBOAUT K MPOIYKIUN
aKTUBHBIX (opM Kuciopoja. CambiM Ti1aBHBIM UcTOYHUKOM ADK sBisiercs DTL]
MUTOXOHApHHA [35]. BBIICHSAIOT HECKOJBKO HCTOYHUKOB aKTHUBHBIX (opMm
kuciopoaa B DTL[ mutoxouapuii. OcoOyro poiib B 3TOM urpaet komruieke | [111]
U KOMILICKC 3 JJIEKTPOH-TpaHCmopTHOW 1ienu [175]. AKTUBHBIA BKIaa B
nponaykimio A®K BHocHT 00paTHbI TiepeHoc 3eKTpoHOoB [155]. M30bITOK
aKTUBHBIX (POPM KHCIIOPOJA BBI3BIBAET OKUCIUTENbHBIA CTPECC B KJIETKAX JKUBBIX

opranu3MoB [38] 1 MOXKET MOBPEKIATh KIICTOUYHbIC OpraHeuisl [46].
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JUis  uccnenoBanust  ypoBHS — mpoaykumn  APK  MUTOXOHApPUAMMU
J€TaTeNbHBIX MBI [IMENs ObUIM  BBIJEIEHBI  XOPOLIO  COMNpPSKEHHBIE
MUTOXOHJIPUM C JbIXaTE€JIbHBIM KOHTPOJIEM Ha CyOCTpare HmUpyBaT+IIyTamaT He
menee 5. Bri6op HAJI -3aBUCHMBIX CyOCTpaToB s JABIXaHUM MUTOXOHAPHIL ObLT
OCHOBAH Ha IPEbIAYIINX UCCIETOBAaHUAX (CM. BbIlIE). [[pIXaTeNbHBIM KOHTPOJIb B
IPUCYTCTBUM o-TinuepodocdaTa cocTasisil He MeHee 1,8.

IIponykuma A®PK MUTOXOHAPHUSAMU MOXKET CWIBHO pa3auyaTbCsi B
3aBHCHUMOCTH OT METa0O0JNYECKOTO COCTOSIHUS OpraHeIlIbl BCIEACTBUE U3MEHEHUS
MEMOpPAaHHOI0 NOTEHLMaNa. 3aBUCHMOCTh NPOAYKIHMH MEPOKCHUAA BOIOPOAA OT

METa0OJIMIECKOTO COCTOSIHUS TIOKa3aHbl Ha puc. 9.

Antimycin
DNP l

0.3 nmol H,0O,

100 sec cAtr
—_———— 3

- |

264

1.95
Antimycin

|

Puc. 9. IMpoayxkius H,O, MUTOXOHAPUSMHE JIeTaTeIbHBIX MBI B. terrestris
B 3aBUCHMOCTH OT METa0OJIMYECKOro cocTosiHus (coctosiHue 3 u 4 mo Yancy).
UwucoBoe 3HaueHne HaJl KPUBBIMU BhIpakeHO B HMOJIb H,O, /Mun/Mr 6ernka.

a — cyOcTpart AbIXaHHs MUPYyBaT+TIyTamar;

b — cyOctpar mpixanus o-rimmnepodocdar.
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Kpome Toro, Obuta BbIBIEHA 3aBUCUMOCTh Tpoaykimun ADK B
3aBUCUMOCTH 0T HHruOuTOpoB Komiuiekca | DTL] (porenon) u komrekca 11 DTI]
(aatumuiuH A). W3mepenuss npoBoawiv Ha 4 BHAAax CyOCTpaTOB JIbIXaHUS
MUTOXOHJPHIA: CYKIIMHAT, WHpPyBaT, NUpyBaT+rTiIyTamar, o-riaumnepodocdar.

PesynbTaThl npeacranieHsl Ha puc. 10.

Antirmycin

|

0.3 nmol H,0,

100 sec

_ =

Rotenone

¢
L

0.4
Vo2
—

Puc. 10. Dddexr unrubutopoB OTIl Ha npoaykiuio akTUBHBIX (OpM
KHCJIOPOJa MUTOXOHJPUSMH JICTATCIbHBIX MBI B. terrestris, okucisrommx
paznuuHble cyocTpaThl. UncaoBoe 3HaUeHHE HaJl KpUBOil BeIpaxkeHo B HMOJIb H,0,
/MHUH/MT OerKa.

Cpena unky6aruu: 10 MM cykuunat (kpuBas a), 10 MM nupyBat (KpuBas
b), 10 MM mnupysatr + 10 MM mnpoaun (kpuBas C), 10 MM a-rnunepodocdar

(kpuBas d). MuToxoHapuu 100aBISLUTUCH B KommyecTBe 0,2 Mr Oejka Ha MIL

HauGompmmii  ypoBenp  mpomykinuu  H,O, HabGmomancs Ha  o-
rmnepodocpare — 3,4 vHMomb H,On/mun/mMr Oenka. Takum  oOpasow,

MHTEHCUBHOCTh TMPOJIYKIUU aKTUBHBIX (OPM KHUCIOpOJa Ha JAHHOM cyOcTpare
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MHHMMYM B 6,8 pa3a Bbie, ueM Ha HAJ] -3aBucuMbIxX cyOcTpaTax. Haumenbmii
ypoBeHb mpoaykiuun  H,O, HabGmiomancs B OPUCYTCTBHM  CYKIIMHATA.
[IpumeuaTenbHO, YTO paHee HE ObUI MCCIIEIOBAH YPOBEHb MPOIYKIIMH aKTUBHBIX
dbopM KHCIOpOJa MHUTOXOHAPUSMH HACEKOMBIX Ha CcykiuHarte. JloOamieHue
pPOTEHOHAa K CYCIIEH3UUM MHTOXOHJIpUH B MPUCYTCTBUU  a-Tiuuepodocdara
CHIKAJIO TIPOJYKIMIO MEepoKcUia Bojopoaa B 2,4 pasa, 100aBiieHrEe aHTUMHIIMHA
A npu stom ycumuBano mnpoaykuuioo A®K.  Crumynupyromee neicTBue
aHTUMUIIMHA A  Ha TPOAYKIMIO TEpOKCHUIa BOJopoaa  OOyCIIOBIEHA
OJOKMpOBaHWEM YOMXMHOHOBOTO IHMKIA MEXIy LUTOXpomamu Dy m by, dro
MPUBOJUT K YBEIUYCHHUIO «IPOJOJDKATCILHOCTH KU3HW» YOMCEMUXHHOHA,
KOTOpBIA HAaNpsMyl pearupyer ¢ KHUCIOPOAOM C 0Opa3oBaHHEM CYIEPOKCHU-
aHnoH paaukana. CHwxenne nponykunun APK poTeHOHOM IpH IBIXaHWH HA O.-
riunepodocdare CBsizaH ¢ OJOKUPOBKONM HHTHOMTOPOM OOpaTHOrO TpaHCIOpTa
AIeKTpoHOB uepe3 KoMmiuieke | DTLI, KoTopelii BHOCHUT CYIECTBEHHBIN BKJajd B
NPOAYKIIMIO CBOOOMHBIX pagukanoB JloOaBieHue poTeHOHAa K MUTOXOHAPHUSM B
MPUCYTCTBUM TUpYyBaTa W MHUPYBATHIPOJMH YCHIMBAIO MPOAYKIIUIO TIEPOKCHA
Bojiopoaa. Panee ObuIO MOKa3aHO, YTO POTEHOH MOKET YCHJIMBATH MPOIYKIIHIO
akTUBHBIX opM kucioposa Ha komriekce | OTL [232]. Onnako, callT IPOYKITUU
nepekucu Bogopoja Ha komiuiekce | OTL[ 10 cux mop ocTaHeTcs He SICHBIM.
[IpenmnonoXxureabHo, OH MOXKET HaXOAWTHCA MEXAy (GIaBUHOM W POTEHOH-
CBs3BIBIONUM caiitom [227]. [lpumeuaTtenpHO, 4TO A00aBIEHUS POTEHOHA K
MUTOXOHJPHSIM B TPUCYTCTBUU CYKIIMHATA YCHJIMBAJIO IPOAYKIIMIO AKTHBHBIX
dbopm kucnopoga. I1oT 3(hPeKT CBSI3aH C T€M, YTO CYKIMHAT MPAKTHYECKU HE
MPOHUKAET dYepe3 BHYTPECHHIOI MEMOpaHy MUTOXOHIPHMA IIMeNIeld u3-3a
OTCYTCTBHSI  COOTBETCTBYIOIIETO IEPEHOCYHMKA, a YCHIEHUE TMPOIYKIUU
IPOUCXOAUT BCIAEACTBUE OKUCICHUSI SHAOTCHHBIX CyOCTPAaTOB MUTOXOHIPHUI uepe3
komriekc 1 DOTII, xoToperiii u OJOKHpyeT pPOTEHOH. Takke HEOO0XO0IUMO
OTMETHUTb, YTO N00ABJICHHE AHTUMMIIMHA K MUTOXOHAPHUSAM, OCYIIECTBISIONINM
JBIXaHWE HA MHUPYBaTe W MHUPYBAT+IPOJIMH, MOCIE TOOABICHHUS] POTEHOHA WMEET

MPOTUBOMOIOKHBIH A(DPeKkT. ITO O0OBICHAETCS TEM, YTO CAUT OJIOKUPOBAHUS

81



AHTUMMIIMHOM HAaxOJUTCS Jajbllie caiiTa OJOKUPOBAaHUS POTEHOHOM IO LEMU
nepeHocunkoB DTLl. Ha cyOcTparax nmupyBar+opoiauH aHTUMULMH A yCHIMBAI
npou3BoaAcTBO ADK, 4TO MOKHO OOBSICHUTH TEM, YTO MPOJUH MOXKET OKUCISATHCS
OTJEIbHBIM (PEPMEHTOM — MPOIMHETUIPOTeHA30M, TOTOK AIEKTPOHOB OT KOTOPOI
He cBa3aH ¢ HAJ[H-ageruaporenasoi B OTJIMYKE OT OKUCIICHUS MUPYBaTa, KOTOPBIN
OKHCIISIETCS TONBKO yepe3 komruieke | DTLI.

Jlo6anenne AJI®P Kk MUTOXOHAPHUSAM MpH ABIXaHUM Ha o-Taurepodocdare
3HAYUTEIBHO CHIDKANO ypoBeHb npoaykiuu H,O, (B 9,9 pasa), nanusiii 3ddexr
OMOCPEIOBAH CHUKEHUEM MEMOpPAHHOIO MOTEHIMala BHYTPEHHEH MeMOpaHbI
MUTOXOHApHi. Panee ObUIO MOKa3aHO, YTO MPOAYKIMS CBOOOJHBIX PaJMKaJIOB
YBEJIIMYUBACTCS C YBEJIMYEHHEM TPAHCMEMOpPAHHOTO MOTEHIMAla BHYTPEHHEU
MeMOpaHbsl MuTOXOHIpui [137]. [[ns mOATBEp)KIAEHUS THUIOTE3BI O TOM, HYTO
MEMOpaHHBIM MOTEHIMAJl SBIAETCA KIIOUEBBIM (AKTOPOM CHUKEHHUS WU
noBbllieHusT npoAykuuu A®DK Obul0o NPOU3BENEHO H3MEPEHUs MEMOpPaHHOTO
NOTEHIMAa MMTOXOHJIPUM JIETATEJIbHBIX MBI IIMEJNIEeH C aHAJIOTMYHBIMU

N00aBKaMH U OJIMHAKOBBIMH MHTEPBAJIAMH MKy H00aBkamu (puc. 11).

ADP DNP

l c?tr l
\;__/— DNP

ADP |
cAtr
Mito
% Antimycin
Mito T
J / 200 sec Antimycin g5 b

Puc. 11. U3MeHeHre MeMOpPAaHHOTO MOTEHI[MAIa MUTOXOHIpHi B. terrestris

B 3aBUCUMOCTH OT METa0O0JINYECKOT0 cOCTOSTHUS (cocTostHue 3 1 4 mo Yancy).
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Ncxons U3 npeacTaBieHHON AuarpaMMbl U paHee MOTYyYEeHHBIX JaHHBIX (CM.
BBIIIE) CieAyeT BbIBOJ, 4TO MNpoaykKiuu A®DK MUTOXOHIpUAMH JIeTaTeIbHBIX
MBI IIMEJIEH HAMPSIMYIO0 KOPPEIUPYET C BEJIMUUHON MEMOPAHHOTO MOTEHIMAIA.

Ocobo cnemyer oOTMeTHTh, uTO jobaBienne AJld k cycneH3uu
MUTOXOHJPHUIA B MPUCYTCTBUU MUPYBATA YCHIMBAIO MPOIYKIIMIO aKTUBHBIX (popm
KHCIIOPOJIa, YTO TakKKe SBJseTCs HeTUNUuHbIM 3¢ dextom. Ckopee Bcero, 3To
CBs3aHO  cOo  crumynupytomeM  3ddexktom  AJ[d  Ha  aKTHBHOCTH
MUPYBATAECTUAPOTEHA3b], 2 HE C U3MEHEHHEM MEeMOPaHHOTO MOTEHIIUAJA, IIPU ITOM
nponykiusa A®DK ycunmBamach 3acyeT YCWIEHHS ITOTOKA JJIEKTPOHOB 4YeEpPE3
komruiekcbl DTII. KapbokcuaTpakTuio3ua HE3HAUYUTEIbHO MOBBIIIAT MPOTYKIIUIO
A®K, B To Bpems kak nobaBieHue 2,4-TUHUTPO(EHONA CHIDKAIO MPOAYKIUIO
H202.

Ha nanHbIil MOMEHT YCTAHOBJIEHO, YTO B HOPMAJIBHOM COCTOSIHUU B KJIETKaX
MiekonuTaromux Ha npoaykiuuio APK uaet okono 2% OT Bcero noTpedIeHHOTo
kuciopona [67]. J[ns BeIIBIEHUS MPOIEHTAa KUCIOPOIa, UAYIIEro Ha MPOIYKIIHIO
A®K mnpu [ObIXaHUH MHTOXOHIPHH JIETaTEIbHBIX MBI IIMEIEH N Vitro,
napauieibHO TPOBOAWIM H3MEPEHHE [bIXaHUS U MPOJAYKIHMIO TEPOKCHUJIA
BOZIOPO/Ia, TpU ATOM JOOAaBKM BHOCHJIM B OJMHAKOBOM KOJMYECTBE 4Yepe3
OJIMHAKOBbIE MPOMEKYTKH BpeMeHHU. [lapaienbHble U3MepeHusi TPOBOIMIINCH Ha
OJIHOM M TOM € TMpenapare MUTOXOHIpui (n=3). Pe3ynbTaThl 3KCIIEpUMEHTA
IpeCTaBICHHI B Ta0. 2.

Tabmnura 2.
[Tponyknus H,O, B paznudHbix MeTaO00IMUECKIUX COCTOSIHUSX.

CocrosiHue Jlpixanue, [Tponykuus [Mpoynxmms H,O, B %
HMOJIb H,0,, OT JBIXaHUs
O,/MuH/MT HMOJIE/MUH/MT
Oenka Oelka
Cocrosiaue 4 29.7+2.0 0.24 +£0.05 0.8+0.2
Cocrosiaue 3 151.8+4.1 0.53+0.09 03+0.1
+CALr 457+7.1 0.60 £0.11 1.3+0.1
+2,4-DNP 76.2+6.8 0.31+0.03 04+0.0
+Antimycin 33.1+3.0 252 +0.17 78+1.1
R.C.I. 52+05 - -
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HauOosnbiias cKopocTh JAbIXaHUS MUTOXOHApPUM OblIa B COCTOSHUU 3
(tAAD) — 151,8 amonp Oy/mMub/Mr Oenka, B COCTOSSHUU 4 CKOPOCTH JIBIXaHUS
coctaBisia 29,7 Hmonb Oy/mun/Mr Oenka. Ilponykumst  H,O, Bospacrana
(otHOcUTENBbHO cocTosinus 4 o Yancy). OnHako, IPOLIEHT KUCIOPO/ia, Uy Ha
npoaykiio ADK B npucyrctBun AJ[®, O6b11 MenbIne, yem 6e3 AJID u meHsbIe,
4YeM B JPYTUX COCTOSIHUSAX, OH cocTaBisul 0,3%. B coctostHuu 4 mo YaHcy npoueHT
KHUCTIOpOJia, MAYUIMN Ha MPOIYKIMIO IMepoKcHuaa Bojopona, Obul paBeH 0,8%.
Takum o00pa3oMm, He HaOMIOJACTCS NPSIMOM KOPPENSIIIUU CKOPOCTH JIbIXaHUS
MUTOXOHAPUA C  MHTEHCHUBHOCTBIO  MPOAYKLIHMH  TEPOKCHIA  BOJIOPOJA.
KapOokcuaTpakTiiio3ni MOBBICUI MPOAYKIMIO AaKTUBHBIX (OPM KHCIOpPOJAa Ha
13%, ipu 3TOM TIPOIICHT Kuciaopoaa, uaymuii Ha ADK, moBeicuics 6osee yeM B 4
pa3za u coctaBun 1,3%. Ilocnenyromas no6aska JJH® npuBena k yBEITUUYEHUIO
ckopoctu abixaHusi (B 1,67 pasza) ¢ OJHOBPEMEHHBIM CHUXEHUEM YPOBHS
npoanykiun A®DK (B 1,9 paza). Ilpouentr xkucmopona, uaymuii Ha ADK,
COOTBETCTBEHHO, Takke CHU3WICA 10 0,4%. AHTUMHUIIMH A pEe3KO yCHUIIMBaJI KaK
obmyro npoaykuuio H,0O,, kotopas cocrabimsuia 2,52 amonb H,O,/Mun/Mr Oenka,
TaK Y MPOLEHT KUCIOpoJia TpaHCHOPMUPYIONINI B aKTUBHBIE (DOPMBI KUCIOpOAa —
7,8%.

Takum ob6paszom, 0e3 m00aBIeHNUsS] UHTUOUTOPOB HA MPOIYKIIMIO aKTHBHBIX
(dbopM KHUCIOpOJia B MUTOXOHJPHSX JIETATENIbHBIX MBI IIMeneld uaet Bcero 0,3-
0,8% xuciopoia (B 3aBUCUMOCTH OT METa0OJINUYeCKOro cocTossHUs ). CTONb HU3KHE
3HaueHus mnporeHTa BbIpaboTku ADK moryT wMeTh amanTUBHOE 3HAYCHHUE,
MOCKOJIbKY B TIOJIETE HACEKOMOTO JOCTUTaIOTCS BBICOKHME HOPMBI METa00JIM3Ma, U
eciu miporieHT npoaykiuun ADK Oyaer Bo3pacTaTh, TO 3TO MOXET MPUBECTH K

CepBéBHBIM MOCICACTBUAM OKHUCIHUTCIBHOI'O CTPECCA.
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2.2.1.4. TpancnopT KanblMs Yepe3 BHYTPEHHIOI MEMOpaHy MUTOXOHAPUI

JICTATCIIbHBIX MBIIIII] [IMeneu

B 1971 roay rpynna Jlenunpxepa npuiuia K BEIBOIY, YTO MUTOXOHJAPUU U3
BCEX MCCIIEJIOBAHHBIX BUIOB MMO3BOHOYHBIX KUBOTHBIX M3 BCEX OPraHOB 00JIaJal0T
CIIOCOOHOCTBIO K JHEPrO3aBHCUMON aKKyMYJISIIUU JIOOABJICHHOTO Kaiblius [65].
[Ipu »TOM mpolecc 3aKayku KajdbIUs COMPOBOXKIACTCS CTUMYJISIIIUEH JbIXaHUS.
Ota ke rpynma oOmyOJMKOBajlia [aHHBIE, YTO MHUTOXOHIPUU MSICHOH MYyXH
CYIIECTBEHHO OTJIUYAIOTCS B TOM, YTO, XOTS OHM MOTYT aKKyMYJIUpPOBATh
AK30T€HHBIM KaJblIMi, HO OYEHb MEJJEeHHO. CaM Mpouecc HE COMPOBOXKAAETCA
CTUMYJISIIIUEH NbIXaHusi B TpeOyeT mpoHukaroniero noHa (pocdara umm amerara)
[119]. B 10 e BpeMs B pabOTe YIIOMHUHAETCS, YTO 3Ta 0COOCHHOCTh crienuduIHa
JUTST MSICHOM MYXH, TaK KaK MHTOXOHJIPHH ITMKAJ] Ha TMPEIMET 3aKa4Kh KaJbIhs
HAlIOMUHAIOT MUTOXOHAPUU U3 APYTHX >KUBOTHBIX. JIaHHBIX TO CIIOCOOHOCTH
3aKaYMBaTh KAJIBIMI M0 MUTOXOHAPUAM U3 JIPYTUX HACEKOMBIX, U TeM OoJiee 1o
MHUTOXOHPHSIM JIETaTSIBHBIX MBIIIII, HOCAT OTpaHUYEHHBIA XapakTep. K mpumepy,
y D. melanogaster MUTOXOHIPHH JETATEIBHBIX MBIIII MMEIOT OUYCHb HH3KYIO
aKTUBHOCTh KaJIBIIMEBOTO YHHIIOpPTEpa. B TO ke BpemMs MUTOXOHAPUU U3
AMOPHUOHATFHBIX KJIETOK JAp030GUI 3aKauMBAIOT Kajblui 0€3 KaKux-Iudo
3HAYUTEIIBHBIX OTJIMYUI OT MUTOXOHPUH Ipyrux opranu3mos [179].

Jlnsg ompeneneHUs: BO3MOXXHOCTH 3aKauKH  KalbIUSl MUTOXOHAPUSIMU
JeTaTeIbHBIX MBILII] IIMeJIe ¢ momolrsio 30HAa Ca-green Ol MUcclieJ0BaH 3TOT
nporecc B MHTOXOHIpHSX TedeHn gomoBod wbimm (Mus musculus), xak
MOJICTIPHOTO OOBEKTa 3aKauKW KajbIMsl BHYTPh MHTOXOHAPWUN, W TOPAKCOB
semsistHOTO 1Mentst (B. terrestris) mis cpaBHUTEIBHOTO aHAIM3a B OAHHUX U TEX XKe
ycnoBusix. Ha puc. 12 u puc. 13. u3zoOpakeHbl KpPHUBBIE 3aKaYKH KaJIbIIUS

MUTOXOHAPHUAMHU MBI U IIMCJII COOTBCTCTBCHHO.
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o.ed Cir ca® p}-'TL;HHH
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Puc. 12. [lnarpamma 3aKayku KadbIMsi MATOXOHIPHUSMHU TEUEHU TOMOBOM
mpie (Mus musculus). Jo6aska Ca** — 50 umons, pyrtenns — 2 MM, OI'TA 1
MM.
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Puc. 13. [marpamma 3akaukul KajbI[Usi MUTOXOHIPHSIMHU JIETATEIbHBIX

bl B. terrestris. Jlo6aska Ca”* — 50 amoins, ST TA 1 MM.

Kak BHIHO W3 TpeACTaBICHHBIX JIUarpaMM, MUTOXOHJPUU JieTaTEIbHBIX
MBIIII] IIMEJIeH HE CIOCOOHBI 3aKayuBaTh KaJlbIUd BHYTPh B OTJIUYHE OT
MHUTOXOHJIPUM MEUYECHU IOMOBOM MbIIIH. KOHIEHTpaIUs KaJIbIUs TAKKE HE BIUSACT
Ha JIaHHBIE TTPOIIECCHI.

Jlnst Gonee yOemuTENBHOTO TOKA3aTENbCTBA HECIIOCOOHOCTH 3aKavuMBaTh
KQJIBIIUA MUTOXOHIPUSIMHU JIETATEIHHBIX MBI ObBUIO OIICHEHO BJIUSHUE HOHOB
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KaJdbIl[Usl Ha MEMOpaHHBIM NOTEHLMAd BHYTpEHHEH MeMOpaHbl MHUTOXOHIPUN
o 2+ o
JeTaTeIbHBIX MBI IIMeNIeH W nedeHd Mblmu. Biausaus Ca®™ Ha MeMOpaHHBIN

MOTEHIIMAJT MBIIITU U IIMeNs n300paxeHsl Ha puc. 14 u puc. 15 cooTBeTCTBEHHO.

o.e.p MHTOXOHIPHH
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3500
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] T EpEeMA, C
i] 200 400 &O0 200

Puc. 14. BiusHue WOHOB Kajbllid HAa MeMOpaHHBI TOTEHIIHAI
MHUTOXOHIpHH medenn noMoBoi Mbrmm (Mus musculus). Jlo6aska Ca** — 50
HMOIJIb.
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Puc. 15. BiusHue WOHOB Kajbllid Ha MeMOpaHHBIM TOTEHIIHAI

MUTOXOHJIPHH JIeTaTeabHBIX Ml B. terrestris. JlobaBka Ca®" — 50 HMOIb.

MemOpaHHBI MOTEHIMAT MUTOXOHIPHUM JIETATEIBHBIX MBIIII IIMENIsS He
YyBCTBUTEJIEH K IEVCTBUIO KIS B OTINYAE OT MUTOXOHJPHUH ITIEYEHH TOMOBOU
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MBIIIH. B TO ke BpeMsi MeMOpaHHBIN MMOTEHIIMAI MUTOXOHpuii Bombus terrestris
BBICOKOYYBCTBHUTEIICH K JICUCTBHUIO Pa300ITUTENSI MUTOXOHIPUALHOTO TBIXaHUS —
2,4-nmuautpodeHona.

N3 Bcero BBIMIENEPEUNCICHHOTO CHAEAYET BBIBOJ, YTO MHTOXOHIIPUHU
JIeTaTeNbHBIX MBI IIMEJIS HE CIOCOOHBI 3aKauuBaTh Kaiblui. [lpuumnamu
ATOTO SIBJICHHUS MOKET SIBIISITbCS KaK OTCYTCTBHE CHEHUU(PUUECKOTO MEePEeHOCUHKA
monos  Ca” mHa BHYTPEHHEN MeMOpaHe MUTOXOHApPHUHA, TaK U JICUCTBHE
JOTIOJTHUTENBHBIX PETYIATOPOB Ha OEJIOK-TIEPEHOCUHK.

B macTosiimee Bpems BBIACISIOT TaK Ha3bIBAGMBIH YHHUIIOPTEP KaJbIIHS
(MCU - “mitochondrial calcium uniporter”). beuto mokaszano, 94to padoTa 3TOro
YHUTIOpTEpa HE CBs3aHa HaNpsIMyl ¢ rugpoian3oM Mouekyn ATD wnu
TpaHcopToM Apyrux HuoHOB. Ocobenno xopomo MCU pabGotaer ¢
BBICOKOHEPre3upOBaHHBIMU MeMOpaHamu MutToxouapuii [123]. Kpome Toro,
BBIICIAIOT ené oaul 0enok, tak HaspiBaeMbli MICUL — «mitochondrial calcium
uptake». Ero xapakrtepusyrot kak perynsrop oenka MCU, MexaHu3M perysisiuu
10 cux mop HeusBecTeH [212]. B 2013 roay mosiBUiIocs coodineHue 06 emé oTHOM
daktope perynsaiuu 6enka MCU, tak HazeiBaemom EMRE — «essential MCU
regulator». DOtoT (dakTOop ABIAETCS HEOOXOAUMBIM I  TOJHOLIEHHOTO
(GYyHKIMOHUPOBAHUS KaJbLIMEBOTO YHUIIOPTEpAa M, KakK MPEIoJiaraercsi, OH
CIy’KHT 1T B3aumoeiicTeus 6enka MCU ¢ MICU1 u MICU2 [86].

Hamu Obimm uaeHTHUIIMPOBAHBI TOMOJIOTUYHBIE TOCIEIOBATEIHHOCTIIM
reHOB J0oMOBOM Mblu kojnupytomue 6enku MCU, MICUI u EMRE B JIHK
3eMysiHOTO Mens. K 3TuM mocnenoBaTenbHOCTIM ObUTH TIOJ00paHbl CIEAYIONINE
MparMepPHI:

MCU: npsamoit — 5’- TTGGTGGGAATACTCCTGG, ob6parsbiii - 5°-
CCTGTCTCGTTAAGACGAAG;

MICUL1: npsmoit — 5°- TAAATAATATCAATGACGTGGAT, obparablii -
5’- GCCACTGTTTTTGCTACATG;

EMRE: mpsamoii — 5°- TCAAGAACAACAACACCTTCAG, obpaTHbiii -
5’- GCTCCTATGACTAGACCTGTCA;
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B kauectBe pedepeHcHOro reHa mcnoib3oBaiics reH actin B (mpsimoit — 5°-
TGCCGTATTCCCCTCGATCG, oOpaTHbIT - 5’-
CCAGTTGGTGATGATGCCGTGC).

JIns TOJIHOLIEHHOTO aHajdu3a M CPaBHEHUS C MOJICIBbHBIM OOBEKTOM,
MUTOXOHJPHUH KOTOPOTr'O CIIOCOOHBI 3aKauMBaTh KalbIMil, HAMU ObUTH MMOAOOpaHbI
npaiimMepsl k renam 6enkoB MCU, MICU1 u EMRE nns JIHK nomoBoit MbItu:

MCU: mpamoii — 5°- CTGGTGGGAGTACTCGTGG, obpatsbriii - 5°-
CCTGGCGCGTCATTACAAAA;

MICUI: npsamoit — 5’- TGAAGAACATTAATGACGTGGAC, obpatHblii -
5’- GCCACTGTCCTGGCCACTT,

EMRE: npsmoit — 5’- ACCGTCGAGGTCAGTCATC, oOpatHsbiii - 5°-
AGTGTCCCGACATAGAGAAAGG;

B kaudecTtBe pedepeHCHOTro TeHa MCHoib30oBayics reH actin B (mpsmoii — 5°-
GGCTGTATTCCCCTCCATCG, oOpaTHbIH - 5-
CCAGTTGGTGATGATGCCGTGC

Ha puc. 16. uzo6paxena doperpamma [II[P-npogykra kitoueBOro resa,
OTBETCTBEHHOTO 3a nepekadyky kanblusg — MCU u3 1oMOBOW MBIIIU U 3eMIISTHOTO

mIMeEJIA.

MCU-BT MCU-MM

Puc. 16. ®operpamma npoaykroB [1L[P-peakiun rena MCU u3 nomooit
meimy (MCU-MM) u 3emiistaoro mvenst (MCU-BT).
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YpoBeHb J3Kcmpeccud TreHOB w3 Bombus terrestris Obur cpaBHEeH ¢
COOTBETCTBYIOIIMM ypPOBHEM 3KCHpeccuu I3Tux TeHoB B Mus musculus.
Pe3ynbTaThl 3KCIIPECCUU TEHOB M300paXkeHbl B Ta0I. 3.

Tabnuma 3.
YPOBEHb HKCIIPECCHU TEHOB KaJILI[EBOTO TOMEOCTa3a MUTOXOHIPHA B
JIeTaTeNIbHBIX MbIIIax B. terrestris. 3HaueHus MOKa3bIBAIOT BO CKOJIBKO pa3
9KCIIPECCHS TCHOB B JICTATEILHBIX MBIIIIAX IIMEJIS BBIIIE, YeM B MO3I'€ JIOMOBOK

MBIIIH [TPH HOPMAJIU3alluK Ha TeH actin B.

I'en OTHOCHUTENBHAS SKCIIPECCUS
MCU 2,12

MICU1 0,011

EMRE 0,23

YpoBenb skcrpeccun kinroueBoro reia MCU B B. Terrestris B 2,12 paza
BBIIIIC, YeM OSKCIpEeccHs COOTBeTCTBYyomero rema B M. musculus. Dkcmpeccus
reHOB OenKoB-perynsTopoB kaiasuueBoro ynunoprepa MICU1 u EMRE O6bina B
90,9 u 4,3 paza HMXKE COOTBETCTBEHHO. T.€. B TEHOME 3€MJISTHOTO IIMEJISI UMEIOTCS
reusi MCU, MICUl u EMRE, xoTopple aKkTHBHO O3KCIPECCHUPYIOTCS, B
0CcoOeHHOCTH TeH KanbireBoro yHunopTepa — MCU. B To ke Bpems HaOmrogaeTcst
Yype3BbIYAIHO HU3Kasl dJKCHOpeccusi TeHa OellKa-peryisiropa  KajlblIUEBOTO
yaunoprera MICUI.

Taxxe, ¢ momompio BecTepH-Os0Ta ¢ aHTuTerdamu Ha MCU Hamu Obut
UICHTU(HUIIMPOBAH TOT OCJIOK B JIETaTeIbHBIX MbIIax B. terrestris (puc. 17.). B
Ka4ecTBE MapKepa MHUTOXOHIPHI HUCIOIb30Bajachk IUTparcuHTeTasa (puc. 18.).

Benuuunsl Rf 6€1K0B coBNaiy U3 pa3IMYHbIX OPTaHU3MOB.
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Puc. 17. Ummynonetekius 6enxa MCU.

«Beey, KCcTpaKT JeTaTeNIbHBIX MbIIII B. terrestris;
«Cos-cell mito», kynbTypa KIETOK OCTEOCapKOMBI YETIOBEKA;
«Brain-mito», MUTOXOHAPUU MO3Ta MBIIIIH;

«Liver-mito», MUTOXOHAPHH TICUYSHH MBIIIIH.

:‘s:
l

Cos- cell mito
Brain-mito
Liver- mito

"t it

Puc. 18. UmmyHOeTeKMs (hepMEHTA IUTPATCUHTETA3HI.
«Beey, skcTpakT meTaTenbHbIX MBI B. terrestris;
«Cos-cell mito», KyapTypa KIETOK 0CTE0CapKOMBI YEIOBEKA;
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«Brain-mito», MUTOXOHIPUH MO3Ta MBIIIIH;

«Liver-mit0o», METOXOHPUY TICUCHH MBIIIIH.

Takum oOpa3om, Ha hoHE TOTO, UTO B B. terrestris umMeroTcs Kak reHbl, Tak U
COOTBETCTBYIOIIUE OC€JIKA TMEPEHOCUYUKOB, HMX MHUTOXOHJIPUU HE CIOCOOHBI
3aKkauumBaTh Kanbuuid. Cpeau BO3MOXKHBIX MPUYMH UMEKOTCS 2 OCHOBHBIE: BO-
MEPBBIX, MOTYT CYIIECTBOBATH JIOMOJIHUTEIBHBIE PETrYIATOPhl KaJlbIIMEBOTO
rOMeOocTa3a B MHUTOXOHJPHSIX, KOTOpbIE €m€ He WICHTHU(PUIUMPOBAHBI, JHUOO
skcrpeccust peryaaropoB MICU1 u EMRE sBnsiercst upe3Bbl4ailHO HU3KOW, YTO
KOCBEHHO TOATBEPKAAIOT HAIIM JaHHBIE, BO-BTOPHIX, BO3MOXHO, Oenku MCU,
MICU1 u EMRE He o00s3aTellbHO y4acTBYIOT B TPaHCHOPTE KaJblUs BHYTPb
MHUTOXOHJIPH.

OtcyTcTBHE BO3MOXXHOCTH 3aKauWBaTh KaJdblHUW BHYTPbh MHUTOXOHIPHUI
JETATEIbHBIX  MBIIIL I[IMEJIA MOXET HWMETh aJanTUBHOE 3HaueHue. B
MUTOXOHAPUSIX MYCKYJATyphl >XKMBOTHBIX  KaJblMiA (€ro 3akayka — BBIOPOC
MUTOXOHAPUSIMU U IHIOIUIA3MATHUECKUM PETUKYJIYMOM) HYKEH ISl KOHTPOJIS
mpoIliecca COKpallleHUs-pacciablieHus] aKTMH-MHUO3UHOBBIX BOJIOKOH BCJIEACTBHUE
B3aumozeiictBust Ca®" ¢ TpomoHnHOM. OXHAKO, JOTHYHO MPEATIONOKHTE, UTO Yy
HAaCEKOMBIX MBIIIIBI COKpaIalTcs HacToiabko ObicTpo (200-240 repir), drto
MaJIOBEPOSITHO Y4acTHE MUTOXOHJIPUN W/WJIU DHJIOIJIA3MaTUYECKOr0 PETUKYTyMa
B MPOLIECCE KOHTPOJISI KaIbIMEBBIX MOTOKOB. KpoMe TOro, MMeroTcsi JaHHBIE, 4TO
peryJisiiiusi MBIIIEYHOTO COKpAIlleHUsI HE 3aBUCUT OT KaJbllMig B MBIIIIAX
HAceKOMBIX [58] 1 cTpyKTypa TpOIMOHMHA TaK:Ke MOKET OTaruaThes [51].

OTtcyTcTBHE MEPEHOCYUKA KabIUs B MUTOXOHIPUSX IIMEJIEH MOXKET UMETh
CYIIECTBEHHOE TNPUKIAJAHOE 3HAYEHHE, T.K. JAPYrue€ OTPSAbl HACEKOMBIX
(IBYKpBUIbIC, YENTYEKPbUIbIC), SIBISIONINECS BPEAUTEISIMU, CIIOCOOHBI 3aKa4MBaTh
KaJIbIIU B MHUTOXOHJpHHU. W MOTEHIMaIbHO BO3MOXHA pa3paboTKa MECTUIUIA,
OJIoKUpyIOIIas KaJlbLIMEBbIE KaHalbl, OH OyJeT Oe3BpeleH s LIMesel mnpu
ONBbUICHUH B TEIUIMIAX W B OTKPHITOM TpyHTE. Takke 3TO MOXKET HMETh

CymECTBCHHOC 6I/IOMCI[I/IIII/IHCKO€ 3HA4YCHHUC, T.K. HAPYIICHHUSA KaJdbIHCBOI'O
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roMeocTa3a Ha YPOBHE MHTOXOHIPHUI SIBJISETCS OCHOBOM NATOJOTMYECKHX
U3MEHEHUH M CMEpPTH KJIETOK BO MHOXECTBe OoJie3Hel, B OCOOEHHOCTH

HelpoaerenepatuBHbIX [116, 251].

2.2.2. Bausiaue GyHTHIIMAOB HA OMOYHEPTreTUYECKUe MPOIECChl B MUTOXOHIPHSIX

JICTATCIIbHBIX MBIIIIT IIMeIeHn

B Hacrosimiee BpeMs B TEIUTMIIAX OCTPO CTOUT MpoOjeMa ONTUMHU3ALUU
paboThl € NECTULMIAMHU, CHWKEHHUS PUCKA HX BIMSHUSA HA OIBUIUTEIbHYIO
aKTUBHOCTbH IMelied u myen [115]. OnHuM U3 BO3MOXKHBIX (PAKTOPOB CHUKEHHS
GypaXMpOBOUYHOM  AaKTUBHOCTH  IIIMeEJNEH  siBISEeTCs  o0llee  CHW)KEHUE
OMOPHEPreTUUECKUX IOKa3aTele BCJIEICTBUE B3aUMOJICHCTBUS JIEHCTBYIOIINUX
KOMIIOHEHTOB TMIECTULIUIOB C ANEKTPOH-TPAHCTIOPTHOMN IIEMBI0 MUTOXOHIPHIA.

HekoTopeie necTuiuibl paboTaroT 10 NPUHLUITY UHTUOMPOBAHUS 3JIEKTPOH-
TPAHCIIOPTHOM I1IeNIM MHUTOXOHApUN. B pesynbprate OJIOKHpOBaHUS TIEpeHOCA
AJIEKTPOHOB MUTOXOHAPUSMU YMEHBIIIAETCS TOTJIOMICHNE MU KUCIOPOAa U PE3KO
cHmkaetcs oopazoBanue AT®. PorenoH, nupunodeH, ToldeHnupa MHruoOupyoT
HAJIH-nerunporenazy mutoxonapuii (komrmiekc [ OTL). I'mapomeTrunHon —
uaruoutrop 1uroxpoma bc 1 (kommekc III OTIl). Huanuner u dochunb
HHTUOUTOPHI  IHUTOXpOoMOKcuaasel  (kommuieke IV OTL) [206]. Psgom
UCClIeIoBaTeNiell  TMPOBOAMUIIOCH TECTUPOBAHUE JCWCTBHUA TECTUIUAOB Ha
U30JIMPOBAHHBIX MUTOXOHAPHUSIX KpbIc [221].

['epOunmIbI HE TPUMEHSIOTCS B TETUTUIIAX, T.K. TaM HE CYIIECTBYET podiieM
C COpHBIMH pacTeHusMU. VccrmenoBaHue  BIUSHUS — MHCEKTHIMIOB  Ha
OMOPHEpPreTUYECKUEe MPOIECCHl B MUTOXOHJIPUSIX JIETATEJbHBIX MBI IMENS He
NPEJCTaBISIETCST  11€7IECO00pPa3HbIM, TOCKOJBKY OHHM HM3HA4YadbHO OKa3bIBaeT
CHJIbHOE TOKCHMYECKOE JEMCTBHE Ha HACEKOMBbIX. B Temnuiax 4acto NMpUMEHSIOT
GyHrunuabpl  u3-3a  OOJBIIOTO  KOJMYECTBA  Pa3HOOOpPA3HBIX  TI'PUOKOBBIX
3a0oneBanuii. B TO e BpeMs wHccleJoBaHWE BIMAHME (QPYHTULIUIOB Ha

TOKCUYHOCTh JUIS IIIMEJIC HOCUT OTPAaHWYCHHBIM XapakTep W TeM Ooiiee
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MPAKTUYECKA OTCYTCTBYIOT JaHHBIE 1O WX BIUSHUIO Ha (DYHKIIMOHMPOBAHUE
MUTOXOHApHA. MexXIy TeM, WHTHOMPOBAHHWE JBIXaHUS  MHUTOXOHAPUUN
byHrunuaaMu Wi MX pazoOlnaroiiee JelCcTBHE Ha BHYTPEHHIO MeMOpaHy
OpraHeylyl MOXET MPUBECTH K CHWIKCHUIO JIETATEbHOW AKTUBHOCTH UIMEJEH.
Hcxonsa u3 3Toro, 3ajgavyeil sBISIIOCH HMCCIENOBAHUE BIMAHUS (YHTUIIMIOB Ha
JIbIXaHWE MUTOXOHPUI, a TAK)KE CONMPSDKEHHE UX BHYTPEHHEW MeMOpaHbI.
JleiicTBytolue BemiecTBa (PyHTMIIMIOB 0OABISIIN B SUEHKY OKcurpada c
MUTOXOHJPUSIMHU U PETCTPUPOBAIM CKOPOCTh MOTpedeHus kuciopoza. [Ipu atom
U3MEpPCHHS TPOBOJWINCH Ha JIBYX cyOcTpatax: o-riuiepodocdar (tadi. 4) u
nUpByT+TIyTamar (tadm. 5).
Tabmuma 4.
Bnusitnue QyHrunui0oB Ha CKOPOCTh JAbIXaHUSI MUTOXOHIPUHM JIETATEIbHBIX MBIIIIII

B. terrestris B mpucyrcTBuu a-riauiepodocdara.

HasBanue ¢pyHrumnmma Nurubuposanue 50% Nurubuposanue 100%

THUMCKCA30J1 - -

JTUHUKOHA30J1 Ctumynsinus JpIXaHus MUTOXOHIpH Ha 23%*

TUTHAHOH 13+1,4 MmxM 35+2.4 MxM

T(EHOKOHA30]1 40+3 mxM cBbimie 100 MkM

WIMPOJIUOH - -

KapOeH1a3uM - -

IICHKOHAa30J1 - -

MPOLUMUIOH - -

THA0EHIA30I1 - -

TUpPAM - -

TpuaauMepoH . =

dyarpuadon - -

(b1yAMOKCOHUIT Ctumynsius JbIXaHus MUTOXOHIpHM Ha 22%*

XJIOPOTAJIOHUI - -

MUITPOKOHA30JI - -
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OIIOKCHUKOHAa30J1

* - xoHHeHTpaus GyHruruaoB 100 MxM.

Tao0mumna 5.

Bausuaue CI)YHFI/IL[I/II[OB Ha CKOPOCTH AbIXaHUS MI/ITOXOHI[pI/Iﬁ JICTAaTCIbHBIX MBIIIII]

B. terrestris B mpucyTcTBHM CyOCTpaTa MUpyBaT + riyTaMar.

HasBanue ¢pyHrummma

Konnentparusa 50%

Konnentparus 100%

THUMCKCA30J1

JUHHUKOHA30JI

Ctumynsamnus IbIXaHUS MUTOXOHApUN Ha 24%*

JUTHAHOH

2+0,2 MxM

10+1,5 MmxM

T1(hEHOKOHA30]

12+2,1 MmxM

50+4 MmxM

HUITPOINOH - -

KapOeHaa3uM - -

II€HKOHAa30J1 - -

MPOLUUMUIOH - -

THA0EHa30J1 - -

THpaM - -

TpuaauMepoH - -

dyarpuadon - -

(bIyTMOKCOHUIT Ctumynsius JpIXaHus MUTOXOHIpH Ha 95%*

XJIOPOTAJIOHUIT - -

OUITPOKOHA30J1 - =

SIMOKCHMKOHA30J1 - -

- KoH1leHTpauus yHrunuaos 100 MxM.

JIBa ¢yHrUIIMIA OKA3aduCh MHTHOUTOPAMH JBIXaHUS MUTOXOHAPUMA, KaK B
ciydae ¢ J100aBKOW MUpyBaT+IIyTaMar, Tak U ¢ o-ruiepodocdarom. Jutnanon
uHruobuposan 50% apixaHus Ha cyOCTpaTe MUpyBaT+TIayTaMaT B KOHLEHTPALUU 2
MKM, a Ha a-raunepodochare 13 MxM. Ilpu 3TOM mMonHOE WHTHOUpPOBaHUE
HaOmonanocs mpu 10 MxkM u 35 MkM cootBercTBeHHO. JludeHnokoHazon
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OKa3bIBaJl MEHEE BBIPAXCHHOE WHTHOMpYyMomee nericteue. KoHIeHTpammu, mnpu
KOTOpbIX mpoucxoawsio 50% uHruOupoBaHWe s NOHPYyBaT+riayramMar M O-
rimtepodocdart, coctaBuiu 12 MmkM u 40 MKM COOTBETCTBEHHO.

JlBa ¢dyHTHIMAA OUHUKOHA301 W (IYyIUOKCOHWUI TMPOCTUMYIAPOBAIH
MUTOXOHJPHUAIIBHOE JIbIXaHHe. BO3MOKHBIM MEXaHW3MOB TAaKOTO SIBICHUSI MOTJIO
SBUTHCS MX paszoliaroniee JeHCTBUE HAa BHYTPEHHIOI MeMOpaHy MUTOXOHAPHUU.
JInsi BBISBIIGHHUS BO3MOXKHOTO Pa300IIAIONIETO JEHCTBUS (YHTHIIMAOB OBLIO
OLICHEHO BJMSHUE J00aBOK (YHTHUIMIOB Ha MEMOpaHHBIA MOTEHIIUAI
MUTOXOHAPUM JIETATEIBHBIX MBIIIII] IIIMEJIS.

N3 Bcex GpyHrunmaoB pazoomaromum 3¢HexToM 001a1aiu TOIBKO 2 U3 HUX
- TUHUKOHA30J1 U (IYyJTUOKCOHWI. DTO MOJATBEPKAAET, YTO JAHHBIC MECTULIUIBI
NPOCTUMYJIMPOBAIM  MHUTOXOHAPHAIBHOE  JIBIXaHUWE  BCIEJICTBHUE  CBOETO
pazobmiatoriero  aeictBud. JuHukonazon ymenbmuia  50%  MeMOpaHHOTO
MOTEHIMAJIa MUTOXOHJIPUW NpPH KOHIEHTpamuu 72 MKM, B TO BpeMs Kak
(bIyIMOKCOHU TPOSBUI aHAJIOTWYHOE JAehcTBUE B KoHIEHTparuu 40 MxM.
OnyanokCOHWII  00Jajaer  OONBIIMM  pa3o0MIAONIMM  JIEUCTBHEM, YeM
nuHuKoHa3od. Ha puc. 1. nzoOpaxeHa kpuBas (IyopeclEHIMH, OTpa)karoiast
pazo0iaroriee AeMCTBUE ATOTO (PYHTHUITUAA HA MUTOXOHIPHUH JIETATEIbHBIX MBIIIIIT
mMens. BiusHue  AUHWKOHA307 HAa MEMOpaHHBIM IOTEHIIMAl MHUTOXOHJIPUIN
n300paxeH Ha puc. 19.

o.e.0.

5000 muToxoHapun 200 MET

4000

3000 JHD 40 MpM

v

CaymiorcHHIT 10 MM
2000

1000

T T .
150 200 250 cex

e}
1
L]
(]
(=]

Puc. 19. Bnusaue ¢uyanokcoHwna Ha MEMOpaHHBIA MOTEHIHAI
mutoxoHapuii B. terrestris. CyOcTtpaT pansi JbpIXaHWs MUTOXOHIPUH — O-

rimmrepodocdar. Muroxonapun — 200 MKT.
96



[Tectunuapl, KOTOphIE OJIOKHPYIOT JIBIXaHWE MUTOXOHAPHMA, MOTYT
MOTCHITMAIBHO MPUBOAUTH K CBEPXIMPOMYKIIMH AKTUBHBIX ()OPM KHCIOpOaA TPH
pabore DOTU. [ns upentudukanuu 3Toro ¢akropa Oblga OLEHEHA MPOIYKIIHS
A®K MUTOXOHIPHUSIMHU JIETATSIBHBIX MBIIII MIMEJIS, OCYIIESCTBISIONINX JThIXaHUE
yepes KOMILJIEKC I OTL #u yepe3 MUTOXOHPHUAIIBHYIO o-
rinuiepodocdaTaeruporeHasy, npu BO3ICHCTBUM TMECTULIUJIOB U UHTUOMTOPOB
komriekca | u 111 DTLI. Ha puc. 20. n3o6pakena nuarpamma BIUSHAS J00aBOK HA
MPOYKIIMIO MEPOKCUIa BOJOPOJIa MUTOXOHAPUSIMHU, JBIIIANMMU Ha cyOcTpaTe o-

runepodocdar.

3,5

2,5 A

—&— [IUTnaHoH
—8— [IndeHokoHazon

1,5 -

0,5 -

Iponykrwst HMonbe H202/Mus/Mr Genka
N

o

o
A4

MTx DyHrMuma PoTeHoH AHTUMULIVH A

Puc. 20. Bnusnue ¢ynrunumnoB u wunruouropoB ITL[ HA cKOpocTh
npoaykiun ADK mutoxonapusimu B. terrestris nmpu neixanum Ha cyOctpare — o-
riutepodocdar. Ha ocu X orobpaxkeHo mocienoBaTeIbHoe J0OaBICHNE BEIIECTB
K MUTOXOHJIPUSIM, TTOPSJIOK TOOABOK CTPOrO CJIEBa HAIIPaBO MOOYEPETHO HA OJTHOM

npenapare.

JluThaHOH oOKa3bIBall 00Jiee BBIPAKCHHBIM HMHTHOUpYIOMUK >PGDEeKT Ha
npoaykiuio ADK mMuTOXOHIpUSMHU, NbIIAIMUMEA Ha o-Taunepodocdare, omHako
AaHTUMHUIIMH A TIocne 100aBKU (pyHTHIMIA HE MTPOCTHMYIMPOBAT TPOMYKIIHIO
NEPOKCHIA BOJIOPOAA. ITO TOBOPUT O TOM, YTO CANT MHTHOUpOBaHMS (PyHTHIIMIA
Haxomutcs 1m0 Q-mukima B kommuiekce Il OTL[. Takum oOpazoM, CHUKEHUE

npoaykuuu AD®K GyHruuuaom, ckopee Bcero, He 00YCIOBIEHO OJOKMPOBAaHUEM
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komriekca | OTI[ m COOTBETCTBEHHO OOpPATHOTO TPAHCIOPTA AJICKTPOHOB.
HNurubupyromee nericteue Ha BbIpaboTKy ADK nudenoxoHazomom, HampoOTHUB,
CKopee Bcero, oOycioBieHO OiokupoBaHueM komrmuiekca | OTIL, T.k.
nocieaywmas ao0aBka aHTUMULIMHA A (Tocie (QyHruuuaa u poTEHOHA) PE3KO
yewuia npoaykiuio HyO, (B 3,3 pasza). [lobGasiienue GpyHTUIIUI0B U HHTHOUTOPOB

npu aeixanud depe3 koMmruieke | OTL[ HOCUT MpOTHUBOMOIOKHBIA XapaKTep puc.
21.

—&— OUTUAHOH
—B— anceHOKOoHa30n

[poayxiust EMoab H202/Mun/Mr Gernka
BN

MTx DyHrUuma PoTeHoH

Puc. 21. Buusaue ¢ynruumaoB u uHrubutopoB OTIL[ Ha cKopocTb
nponykuun A®K muroxonapusmu B. terrestris mpu neixaHum Ha cyOcTparte —
nupyBaT. Ha ocu X o0T0Opa)keHO MOCIeNI0BaTEIbHOE 100aBIEHUE BEILECTB K
MUTOXOHJIPUSIM, MOPSIOK JOOABOK CTPOTO CJI€Ba HAIPaBO MOOYEPEIHO Ha OJHOM

npemnapare.

Hudenokonazon pesko ycwmmBaeT npoxykiuio ADK (B 11,2 paza) npu
JBIXaHUW Yepe3 TIEPBBIA KOMIUIEKC. DTO TOBOPUT O TOM, YTO CAUT MHTHOUPOBAHUS
dbyurunuaa B komiiekce | OTL 61au30k K cailTy HHTHOMPOBAHUS POTECHOHOM, T.K.
POTEHOH OKa3bIBaeT MOX0Xkuil ekt Ha mpoaykiuo H,O,. Jludenokonazon He
OKazaJl CYHIECTBEHHOI'O CTUMYJUPYIOIIETr0 BIUsSHHUS Ha mpoaykuuio ADK, mpu
ATOM POTEHOH TOCJe J00aBKH (DYHTHITMIA HE BhI3BAN ycriIeHUs BbIpaboTku H,0s.

YuurteiBas npeAblayle JaHHbIE 0 MPOAYKIMHU MEPEKUCH Ha o-Tauiepodocdare
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(cM.  BbIIIE) MOXHO MPEANOJIOKUTh, YTO JU(EHOKOHA30Jl  pa3pyliaeT
yOUXUHOHOBBIM TyJN, a AUTHAHOH HUHrHOuUpyeT Kak komiuwiekc | OTL, Tax wu
xomruiekc I (6o kommuteke V) OTL,

Takum oOpazoM, (QYHTHUIIUABI AWUTHAHOH M JU(EHOKOHA30J SIBJISFOTCS
UHTHOUTOpaMU MUTOXOHJIPUAIIBHOTO [bIXaHUS, B TO BpeMs Kak (QyHTUIUABI
JUHUKOHA30] U (DIIyJUOKCOHUI SABJIAIOTCS PAa300LIUTENIMU MUTOXOHAPHUAIBLHOTO
nbpixaHus. biaokupoBaHWe ABIXaHUS MHUTOXOHIPUN JIETATENbHBIX MBI IIMEIeH
JNEHCTBYIOIIMMHU  BELIECTBAMU  (YHTUUUAOB MOXET MMETh 3HAUUTEIbHbIC
HEraTuBHBIE ToOcheAcTBUA. [lOCKONBKY TpU OSTOM CHHXKAeTcs MeMOpaHHBIN
MIOTEHIUAJI MUTOXOHAPHUM M, COOTBETCTBEHHO, ymeHblIaeTrcs npoaykuus ATO.
MBpliedHbIe KJIETKH UMEIOT MOBBIIIEHHBIE MOTpeOHOCTH B Mosiekynax AT®. Jlaxe
Majble KOHUEHTpalMu BemecTB, Onokupyrommx T MUTOXOHIpHUH, MOTYT
HEraTUBHO MOBJIMATH Ha OMOHEPIeTUYECKUE MOKA3aTEeNU JIETATEIbHBIX MBI, U
OPUBECTHU K CHIJKEHHUIO HMHTEHCUBHOCTH  ONBUIUTENIBHON  JI€ATEIbHOCTU

HAaCCKOMBIX.

2.2.3. UnenTudukanus TeHOB OCHOBHBIX aHTHOKCHJAHTHBIX (hepMeHToB B JIHK
IIIMEJIs1, BBISBJICHUE YPOBHS MX SKCIIPECCHUU B TIOKOE M TIOCJIE MPOI0JDKUTEIIBHOTO

noJI€Ta

2.2.3.1. Pa3zpaboTka npaiiMepoB JJisi TEHOB IIMeJIeH

C momompto nporpammbl «Vector NTI» Obutn pazpabotanbl npaiiMepbl K
cieayromuM reaam Bombus terrestris L.

Karanasa:

npsimoii TATGTCCTTCTATAATCAAAATGGTGCGCC,

oopatubiiit GGTTGCCTGTTCGAAATTATCTTCTTTGTC;

UCP 3:

npsimoii TCGCTGATTTAGCGACGTTTCCTTT,

oopatubiiit TGGCGAAACACATCTGTCTCTGGAG;

HNEPOKCUPEAOKCHUH 5:
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npsamoit CGCAATTTCCGTCAATGAACGAC,
oopatubiiit GTGAAAGCTCCTGGCACTCCAAAA;
IEPOKCUPENOKCHH 6:

npsimoit CTTGCATGAATGGCTTGATGATTGG,
oopatubeiiit ATCGGTCATTTCAGCATAGGCCTTT;

TUOPEIOKCHH-3aBUCUMAasl IEPOKCHUJI-PETyKTa3a:
npsimoit AGTTGTCACAAGAAACCGCAAACCA,
obopatubiii TCCTGATCCACCGCCAATAACAA;

LJIYTAaTHOH NEPOKCUAA3A!
npsimoii GCATTCCCATCAAATCAATTTGGTG,
oopatubiii CTGCCTGTTTCTTCAACCATTTCCA;

Cu/Zn-cyniepokcuacMyrasa:
upssmoii CCGGTTTAAAACAAGGATTGCATGG,
ooparubiiit TGGTCCTTGGAGTTGGATGACTTTG;

Mn- cynepokcumarncmyTasa (BIPOKICHHBIN ):
npsmoiit AGGYTCTGGWTGGGGTTG,
oopataeiii TATGCATGYTCCCAAACATC;

AxTtuH B:
npsimoii TGCCGTATTCCCCTCGATCG,
obopatabiii CCAGTTGGTGATGATGCCGTGC.

2.2.3.2. Beinenenue totansHoit PHK u3 rpyaok mmeneit u ooparHas
TPAHCKPUIIIUS

Okcrpakiuio TotansHoi PHK u3 TopakcoB Bombus terrestris ocymectsiusiim
«Tpu30JbHBIM» MeTonoM. KauecTBa mpenaparta nmonydenHor PHK mposepsim ¢

IOMOIIBIO 3IIKeTpodopesa (puc. 22).
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Puc. 22. Dnekrpodoperpamma toranpaoit PHK u3 Topakcos B. terrestris.

Ha nannoii anextpodoperpamme BuaHO, 4To KonuuectBo 28S pPHK Brie,
yem 18S pPHK, st0 roBoputr o toM, uto He mpousouwia aerpagauus PHK non
nericteuem PHKa3. Takxke orcyrcrByer npumech JJHK. Takum oOpazom, maHHBIN
obpazenr PHK noaxoaut nnst ganpHemux onepanuid (oOpaTHask TPAHCKPHUIIUS U
3arem PCR-peakius).

Hnsa cuntesa kJIHK wucnons3oBamack oOpaTHas TpaHCKpUITa3a BHUpyca
Molony neiiko3a mbimeit M-MulLv. ®@epmeHT mposiBiisgeT 5°—3° MoJUMEpPa3HYIO
aKTUBHOCTb, 3P (eKTUBHYIO TOJbKO B oTHowmeHuu Matpul, PHK. B kauectBe

3aTPaBOYHOrO IMpaiiMepa MCIOJIb30BaNICS onnro-(dT)20 npaiiMep. Hcronb3oBanue

IpailMepoOB  JTAHHOTO TUNA IIO3BOJIAET CUHTe3upoBaTh Moneyisl  k/IHK
uckmountenbHo u3 MPHK. B Xxome oOpaTHol TpaHCKpUIIMM 00pa3yeTcs
mupokuid Habop npoayktoB JIHK pazmuunoit pmunbl (puc. 23.). IlomydeHHyto

kJIHK ncnons3oanu qiis PCR-peakmwmii.
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Puc. 23. Dnekrpodoperpamma kIHK u3 Topakcos B. terrestris.

2.2.3.3. OnTuMu3anus yCIoBHsI OTKUTA MpaiMepoB

C nenbro ompenesieHus ONTHMAIBHOM TEMIIEpaTypbl OTXKHUIA IPaliMEpOB
osl1a mpoBenera RT-PCR ¢ rpaguentom temmepatyp 55; 55,7; 57; 59; 61,4; 63,3;
64,5; 65 ° C. Ha pucynke 24 npeactaBieHbl TUIIMYHBIE KPUBBIE aMIUTH(PUKAIIUN

(dbparMeHTOB IreHOB.

Amplification

300 A

200 A

RFU

100 A

Puc. 24. Kpussle ammmudukanuu JJTHK npu pa3HeIx Temmneparypax.
JIJIst O1IeHKH YUCTOTHI TOJydeHHBIX MpoaykToB PCR ObuT mpoBeaeH aHamms

TEMIEPATyp TUIABJICHUS HYKIEUMHOBBIX KUCIOT puc. 25.
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Melt Peak

-d{RFU)/AT

Temperature, Celsius

Puc. 25. KpuBble maBieHus noiydeHHbix npoaykroB RT-PCR.

Pesynbrarel mombopa ONTUMAIBHOM TEMIIEpPATypbl OTXKHUra IpailMepoB
npencTaBieHsl B Tabnuie 6. [TomydeHHble 3HaUYeHUS TEMIIEPATyp OTKUTa COBIANIN

C TCOPCTUUCCKH OXKHNIACMBbIMHU.

Tabmura 6.
OnrumanbHas TeMIeparypa OTKUTa pauMepoB.
OnrumanbHas
[Ipaitmep TeMIIEpaTypa
otTxwura, °C
Karanaza 60-61
UCP3 60-61
[Tepokcupenokcus 5 (MUTOXOHIPUATHHBIN ) 56-57
[Tepokcupenokcus 6 61
['myratroHnepokcuaasa 60-61
TuopenokcuH-3aBUCUMas IEPOKCUI-PETYKTa3a 61
Cu/Zn-cynepokcuaarcMyTasa 61
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Mn-cyrniepokcuameMyTasa 60

Axtud B 61

2.2.3.4. Unentudukanusi reHOB KIFOUEBBIX AHTHOKCUJIAHTHBIX (PEPMEHTOB

JIETAaTEIBHBIX MBIIIIT IIMeel ¢ momotibio PCR-peakiuit

s unentudukanuu reHoB mmens B. terrestris Osmia mposemena PCR-
peakiusi C OJHOBPEMEHHBIM HAJMYUEM HYKJICOTHIHBIX IMOCIEI0BATEILHOCTEH
W3BECTHOM JITMHBI. DieKTpodoperpaMmma MOTyIeHHBIX aMILTUKOHOB NIPE/ICTaBIICHA

Ha pucyHKke 26.

Puc. 26. Dnextpodoperpamma npoaykroB PCR B mpucyTcTBMUM MapKepoB
u3BecTHOM anmuHbl. [locnenoBaTenbHOCTh Mpo6O cieBa HampaBo: UCP3, Mn-CO/I,
[IIyTaTUOHIEPOKCUa3a, MEPOKCUPEIOKCUH O, MEPOKCUPENOKCHH 5, KaTanasa,

aktuH B, Cu/Zn-CO/l, THOpeoKCHH-3aBUCHUMas TIEPOKCUI-PEIYKTa3a.

Jmmael  monmydeHHbIX  PCR-(pparMeHTOB  coBmaii C  TEOPETHUYECKH
OKHJIaeMbIMU. Pe3ylbTaThl SKCIIEPUMEHTOB MO3BOJISIOT CAENATh MPEINOI0KEHNE
o ToMm, uYro ObuTM ammumduiIpoBanbl TeHbl Kartanaszel, UCP3, Mn-CO[,
TIIyTaTHOHTIEPOKCUIA3bl, TIEPOKCUPEAOKCHHA 6, TIEPOKCUPEIOKCHHA 5, KaTaiasbl,
aktuHa B, Cu/Zn-CO/l, ThopenokcHH-3aBHUCHMAsi MEPOKCUA-PEAyKTa3za. ITO B

CBOIO OYepe/Ib TOBOPUT O HAJIMYMHU JaHHBIX T€HOB B TeHOME IMes B. terrestris.
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2.2.3.5. Bnusinue npo1oKUTENBHOTO OJAETa Ha HKCITPECCHUIO TEHOB KITFOUEBBIX

AHTHOKCHUJAHTHBIX (PEPMEHTOB IIMeENei

JUIs  OIEHKM OJKCIpPEeCCHH TEHOB AaHTHOKCUIAHTHBIX (EepMEHTOB B
JICTAaTENBHBIX MBIIIIAX IIMEJII B TMOKOE W TIOCNE MPOJODKUTEILHOTO TOJIETa
ucnoin3oBajics meton RT-PCR ¢ unTepkamupyrommum kpacuteiem Sybr Green.

I[HarpaMMa N3MCHCHUA SKCIIPCCCHUU I'CHOB IIPCACTABJICHA HA PHUC. 27.

1,2 1

o
[o2]

O noko
B nonér

o
(o]

3Kcnpeccus, OTH. ea.
o
i

o
N

Per5 Per6 MnSOD Cu/ZnSOD UCP3 TDPOR Cat GP

Puc. 27. OtHOCUTENbHBI HOPMAJIM30BAHHBIM YPOBEHb SKCIPECCHH T€HOB
AHTHOKCHJAHTHBIX (PEpMEHTOB B JIETaTEJbHBIX MbIIIax B. terrestris B mokoe u
nocje MPOAOJDKUTENIBHOTO TMOJETAa. DKCOPECCUsT TEHOB B COCTOSIHUM TOKOS
npuHaATa 3a 1. HopManuzanuio ocymecTBIsUIN K TeHY akTuHa B.

Per5 — [lepokcupe1okcuH 5 (MUTOXOHAPHUAIBHBIN );

Per6 — IlepokcupenokcuH 6;

MnSOD — Mn-cynepokcunaucmyrasa;

Cu/ZnSOD — Cu/Zn-cynepokcuaaucMyTasa,;

UCP3 — benok UCP3;

TDPOR — TuopenokcuH-3aBucMMas IEPOKCUI-PEAYKTA3a;
Cat — Karana3a;

GP — I'myratnonnepokcumasa.

BBI?IBJ'ICHO, 4dTO OJ3KCIIPECCHA BCCX BbIGpaHHBIX T'CHOB CHMXKACTCA IIOCJIC

IPOJOJDKUTENbHOTO Mosi€éTa. HamOonbliuit  ypoBeHb MaeHHUs] SKCIPECCUU
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HaOmonancs mis Cu/Zn-COJ] U THOPEIOKCHH-3aBUCUMOW TIEPOKCHI-PEAyKTa3a,
OTHOCUTEJBHBIM YPOBEHb JKCIIpeccMM Juisi HUX cHuswica B 4,6 m 4,5 pasa.
Okcrpeccust  Mn-CynepokCHAIUCMYTa3bl TakkKe€ CHHM3WIach B 2,2 pasa.
HanMeHblnii ypoBEeHb CHIKEHHs dKcnpeccun nmnokasan reH UCP3, ero
AKCIPECCHUsl CHU3WIIACh BCero Ha 28%. DKcnpeccus reHa, KOOUPYUIEro Karauasy,
cim3mnace Ha  31%. Takke  CyIIECTBEHHO  CHHU3WJIACh  SKCIIPECCUS
MIyTaTUOHNEpOKcuaassl (B 2,6 pa3a). DOkchnpeccud  T'€HOB — OEIKOB
NIEPOKCUPEIOKCHHA 5 U 6 TaK)Ke MMOKa3aJIM CHUKEHUE.

CHIKEHHE DSKCIPECCHM KIIIOUEBBIX AHTUOKCUIAHTHBIX TE€HOB IIOCIIE
MPOJOJKATEILHOCTH MOJIETA MOXKET OBITh CBsI3aHa ¢ 2 akropamu. Bo-nepBbix, B
NOJIETE DSHEPreTUYecKhue IMOTPEOHOCTH HACEKOMOIO pe3KO BO3pacTaloT, U
UCITI0JIb30BaTh SHEPT€TUYECKHE IKBUBAJICHTHI JJIs OMOCUHTETUYECKUX PEaKIUil He
IPEJCTaBIsSIETCsl JIOTMUHBIM, BO-BTOPBIX, B Ipolecce NOJETa MeMOpaHHBIN
NOTEHIMAJ CPa3y e pacxoayeTcsl Ha CUHTE3 MoJieKyl AT® u He MPOUCXOIUT Er0
Ype3MEpHOro HaKOIUJICHHME Ha BHYTpEHHEW mMeMOpaHe MUTOXOHApui. Benencreue
storo, mpoaykiuss ADK cHuxaeTcs, T.K. BRICOKUH MeMOpaHHBIN MOTEHIIUAT PE3KO
MOBBIIIAET MPOU3BOACTBO PEAKTUBHBIX (QopM Kuciopojga (cMm. Beime). Takxke
BO3MOXXKHO, B IOJIETE HACEKOMbIE BBIOPACHIBAIOT KOHEYHbIE MPOAYKTHI B ILIEMH
obpazoBanust ADK HemocpeiACTBEHHO uepe3 Jblxajlblla U HE TpeOyeTcs HxX
00€e3BpeKUBaHUS AaHTUOKCUAHTHBIMHU (PEPMEHTAMH.

JInst BBISIBJIEHUS 3aBHCUMOCTH SKCIPECCHM AHTHOKCHJIAHTHBIX T'€HOB OT
MeMOpaHHOTO TOTEHIHala ObUl OMNpENENeH YPOBEHb MX SKCIPECCHH TOCIe
KOpMJIGHHMSI  mIMened  cuporiomM ¢ 2 4-nuHutpodeHonom. s storo
IKCIIEpUMEHTaIbHO ObuTa mojgoOpana koHueHntpaus JJH® B cupomne, koTopas He
BBI3BIBAET TOKCHMYECKOro 3(d@ekra u B TO K€ BpeMs NPOSBILET pa3oliiaroiiee
nerictBue, oHa coctaBmwia 20 mr/in cuporna. CaMIIOB mIMeNiel KOPMUJIH B TCUCHHE
cytok cuporioM ¢ JIH® B TeMHoM GoKkce (11 MCKIIFOUEHHSI BO3MOKHOCTH TOJNIETA
HACeKOMOro), 3aTeM Obla nosydyeHa kJ{HK u3 rpygok 3THX skcrnepuMeHTaIbHbIX

rpymi u Obut ipoenieH RT-PCR (puc. 28).
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1,2 A

O HopMa
B gHD

SKcnpeccus, OTH. ef.
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Per5 Per6 MnSOD Cu/ZnSOD UCP3 TDPOR Cat GP

Puc. 28. OTHOCUTENbHBI HOPMAJIM30BAHHBIM YPOBEHb JKCIPECCHH TE€HOB
AaHTHOKCHJAHTHBIX (DEpPMEHTOB B JICTATCIBHBIX MbIIIax B. terrestris B Hopme u
nocie KopmiieHus 2,4-TuHATPOGEHOTIOM. DKCIPECCHsI TEHOB B COCTOSIHUM TTOKOS
npuHsTa 3a 1. Hopmanuzaiuio ocyiecTBIsid K reHy akTuHa B.

Per5 — [lepokcupenokcuH 5 (MUTOXOHAPHUAIBHBIN );

Per6 — [lepokcupenokcus 6;

MnSOD — Mn-cyniepokcuimucmMyTasa;

Cu/ZnSOD — Cu/Zn-cynepokcuaaucMyTasa;

UCP3 — benok UCP3;

TDPOR — TuopenokcuH-3aBucuMas IEPOKCHI-PEAYKTA3a;

Cat — Karana3a;

GP — I'nmyratnonnepokcumasa.

DKcnpeccuss aHTUOKCUAHTHBIX TeHOB mocie kopmienus JJH® taxke magana.
Kak u oxwupanoch, HauOONBIINN YPOBEHb MAJCHUS IKCIPECCHH OBbLT IJIs T'eHa
UCP3 (B 9,1 pasa). Ilagenume »skcmpeccuw sl TeHOB Kartanasbl, Cu/Zn-
CYMEPOKCUUCMYTa3a U TIIYyTaTUHOHMIEPOKCHIA3bl ObUIO MPUMEPHO OJUHAKOBBHIM
(mpubnuzuTensHo B 2 pasza). Ilagenue skcnpeccun  Mn-cymnepokcumpinucmyrasza
ObUIO MeHee CylecTBeHHBIM (Ha 27%). I'eHbl O€NKOB MEpOKCHUpEeNIOKCHHa 5 U 6
TaKXKE€ CHM3WIM OJKchnpeccuto mnocie kopwmieHus JH®. EauHcTBEeHHBIM
UCKIIFOUEHHEM OKa3aJiCs T'eH THOPEAOKCHUH-3aBUCHUMON MEPOKCHUI-PEAYKTA3bI, IS
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HET0 He OBUIO OOHAPYXKEHO JOCTOBEPHOE HM3MEHEHHUE B OJKCIPECCUU TIOCIE
KopMIIeHHS 2,4-TUHATPOPEHOIIOM.

Takum 00pa3om, BeIMYMHA MEMOpPAHHOTO MOTEHIMAa CIIOCOOHA BJIMATH Ha
YPOBEHBb IKCIPECCHH T'CHOB aHTHOKCHIAHTHBIX (epMeHTOB. CKOpee BCero, 3TOT
IPOIIECC HOCHUT OMOCPEIOBAaHHBIN XapaKTep: CHUKCHHE MEMOPAHHOTO MOTEHIIMAA
yMeHbIaeT BbIpaboTky ADK, ypoBeHb KOTOPHIX B CBOIO OYEpEAb MOMKET
peryJIMpoBaTh OSKCIPECCHIO TEHOB AHTHKOCHJAHTHBIX (epMeHToB. OJHAKO,
HamboJsIee BEPOSATHO MAJCHUE IKCIPECCHUU ITUX TEHOB TOCIE ToJIETa 00YCIOBICHO
KaK CHIDKEHHEM MEMOpPAaHHOTO IIOTSHIMANa, TaK M OOIIMM YMEHBIICHUEM

WHTEHCHUBHOCTH OMOCHHTETUYECKUX IMpoueCCOB BO BpECMs MOJIETa HACEKOMOTO.

2.2.4. BousHre HanmpaBJIeHHOI0 MUTOXOHAPHAILHOTO aHTHOKcHAaHTa SKQ Ha

MMPpOAOJIKUTCIIbBHOCTD JKU3HH IIMCJIA

SkQ (uonbl CkynaueBa) — MPOU3BOAHOE IIJIACTOXMHOHA, COEpKallee
MOJIOKUTENIBHO 3apsbKeHHBIN  (hochOoHUM, CHOCOOHOE aJIpecHO TMPOHUKATH B
MUTOXOHJIPUM ¥ TPOSBIATh AHTUOKCHIAHTHYH akTtuBHOCTh [37]. SKQ
HCKYCCTBEHHO CHHTE3MPOBAH XUMHKaMu 1oj; pykoBojcTtBoM B.M. CkynaueBa u
ero rpymnmoid. B maHHOe BpemMsi 3TO BEMIECTBO MPOXOJAUT JOKJIMHUYEKHE
UCIIBITAaHUSI B KadecTBe A(PGEKTUBHOrO TepoNpOTEKTOpa Ha pPa3HBIX Kiaccax
o0bekToB [36]. B cBsi3u ¢ 3TuM OONBIIONW HAY4YHBIM HHTEPEC MPEACTaBISET
U3y4CeHUE BIUSHUS JaHHOTO AaHTHOKCHJAHTa Ha TMpeAcTaBUTENeH Kiacca
HACEKOMBIX, JISI KOTOPBIX XapaKTEPEH BHICOKUN YPOBEHb JIbIXaHHUS.

JIyist BBISBIICHUS JEHCTBUS aHTHOKCHIAHTA HA MPOJIOJDKATEIBLHOCTD JKU3HU
HACCKOMBIX, camIioB B. terrestris pasmenwim Ha 5 mapTuii: 1 KOHTPOJIb U 4 OIBITA.
B cuponm s KOpMIJICHMS ONBITHBIX TPymnmn ObLTHM J00aBICHBI Pa3IUYHbBIC
kounentparuu SkQ: 1 rpynmna — 5 aM/n, 2 — 50 uM/n, 3 — 250 uM/n, 4 — 1000
HM/n. KonTposibHas rpynna mnojydaina cupon 0e3 mooasinenuss SkQI1. Jlanee B
TeueHue 47 cyT. ¢ UHTepBajoM He OoJiee 3 CyT MPOU3BOAMIHN MOACUET MOTHOIIUX

mimeneit. Pe3ynbrarel sKcriepuMeHTa npeicTaBlIeHbl Ha puc. 29.
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Puc. 29. CmeptHOCTD camIioB mMens B. terrestris: koHTposas — cupon 0e3
SkQ, l-xonmentpanus SKQ 5 uM/m, 2-xonnentpamus SkQ 50 uM/m, 3-
koHnentpanusa SKQ 250 uM/i, 4-konnentparus SKQ 1000 aM/m.

JIocTOBEepHOE YBEIMUYEHHE MPOAOKUTEILHOCTh XU3HU B. terrestris mpu
KOPMJICHHHM CHPOIIOM C J00aBJICHUEM AaHTHOKCHIAHTa HE ObLJIO BBISBJICHO, HO
HaOMIoMaIach TEHJCHIUS CHUKEHUS CMEPTHOCTH HA pPAHHUX JTamax >KU3HH
mmMenet. M3 pgaHHOW auarpaMmbl CIEIYET, 4TO ONTHUMAalbHAas KOHLEHTpAIHs
anTrokcuaanTa SkQ mist mmesnel cocTaBiIsIeT 5 HMOJIB/JI, T.K. UMEHHO TIPH ITOM
KoHUeHTpauu SkQ HaOmropanach HaMMEHbIIAsS CMEPTHOCTh B PAHHHME MEPHUO/IbI
XKHU3HU camiloB B. terrestriS B OmbITHBIX cajkax. DTO MOATBEPIKAAET THIIOTE3Y
CkymaueBa, uro SkQ mpojjieBaeT «HE CTapocThb, a MOJOAOCThY. KoHIeHTpauu
SkQ BbllIe ONTUMAIBLHON [JIsi JAHHOTO OPraHM3Ma BBI3BIBAIOT MPOOKCHUIAHTHBIN
adekr.

Taxxe Obl1a U3MeEpeHa yjieJibHasi aKTUBHOCTh aKOHUTATTHApATa3bl IIMesei
B TOMOT€HATE€ U MUTOXOHJIPUSAX KOHTPOJISI U OMBITHBIX 00Pa3lioB, KaK BO3MOKHBIN
Mapkep Ha MPUCYTCTBUE AKTUBHBIX (opM Kuciopona. MuroxonmpuanpHas Al
COJIEP)KUT B ceOe >Kele30-CepHbIe KJacTepbl U OOBIYHO pacCMaTPUBAETCA Kak
OCHOBHas MUIlIeHb TOBpekaaroiero aeicTeuss APK na muroxonmpuu [76, 184].

Pesynbratel npeacrasnensl Ha puc. 30.

109



0,14

0,12

0,1

0,08

O romoreHaTt

0,06 B MUTOXOHOPWUN

0,04

0,02 =

YpenbHasa aktuBHocTb AlN, E/Mr 6enka

S R

o) Q Q Q
< \~ 2 \QQ

X
RS
Puc. 30. AKTUBHOCTDP aKOHHMTATTHApATa3bl B TOMOT€HATE ¥ MUTOXOHIPHSIX

B. terrestris. Ha ocu X orTmeueHbl KouieHTpamuu SkQ B cupome, KOTOpBIi

rnocaajir mmceEJIn.

AxtuBHOCTh Al' yBenuuumnace B omnbiTe ¢ KoHieHTpamueit SkQ 5 uM/a B 8,5
pasza B MUTOXOHJAPHUAX U B 4 pa3za B TOMOI€HATE 10 CPABHEHHUIO C KOHTPOJEM. JTO
TrOBOPUT O 3HaunTenbHOM cHukeHun A®K B KkjeTke B NPUCYTCTBUH 3TOrO
aHTHOKCHUJAHTa, MpuueM Hauboyiee BbIPAXKEHHOE YBEJIUYEHHE aKTUBHOCTH
HAOIIOAAIOCh MMEHHO B MUTOXOHAPHUSX, T.K. BO-TIEPBBIX, MUTOXOHApPUAIbHAS
akoHuTaTruaparasza oosiee yyBctBuTenabHa kK ADK, a Bo-BTOphIX, SkQ mposiBisier
CBOE JIEHCTBUE UCKIIOYUTEIBHO B MUTOXOHApUAX. SkQ B koHueHTpauusx 250 u
1000 HM/n uaTrHOUpOBaN aKTUBHOCTH Al.

HesnauutenbHoe cHukeHHE cMepTHOCTH SKQ MOXeT OOBACHATHCA He
TOJIBKO €ro cia0bIM ACHCTBMEM, HO M JAPYTUMH NPUYMHAMU CMEPTH IIMEJIEH.
OnHolt U3 HamboJee YacThIX MPUUMH CMEPTU LIMENEH SBIAIOTCS UH(EKIHUOHHbIE
3a0oneBanusi. C LEIbI0 UCKIIIOUEHUS 3TOTO (DaKTOpa B CMEPTHOCTHU IIMEJICH HaMu
ObLJI MPOBEJEH OMNBIT MO BBDKMBAHUIO CAMIIOB IIMENEH B 3KCIEPUMEHTAIBHBIX

TpyIIax, BKIIOYAIONINN aHTHOMOTUK U KOMOWHamuio antuonotuka u  SkQ. Jlns
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ATOTO IKCIEPUMEHTAIHLHO OBbUT TOI00paH aHTHOMOTHK, UM OKa3ajcs AMHUKaIlUH-
Buan, T.x. oH Hanbosee BBIPAKEHHO MPOSBIIST CBOM MPOTEKTOPHIHE JICUCTBHUS Ha
IIMEJISX, €r0 ONTUMabHas KoHmeHTparus coctaBuia 0,01% B HHBEpTUPOBAaHHOM

caxapHoM cuporie. [laiee perectpupoBaan cMepTHOCTH B. terrestris pa3 B 3 mHs

(puc. 31).

40 -

35‘ /./

30 A

25 1 —&— KOHTP
—=— Skq 2HM
20 A Skq 5HM
aHT.

15 4 —*— aHT.+Skg5

MépTBLIe 0co6Mu, LWT.

5 A /./
0 & R T T T T T T

0 5 10 15 20 25 30 35 40 45

AHU

Puc. 31. CwmeprtHocTh camioB Iumens B. terrestris. KonmenTtpamus
anTHOMOTHKa (amukaruH-Buan) B cuporne 0,01%. «SkQ5» — antnokcumaant SkQ B

KOHLIEHTpAauu 5 HM.

Kak BUAHO M3 MpeacTaBIeHHOW AHAarpaMMbl, KOPMIICHHE IIMEIEH CUPOIIOM
c nobasnenneMm antuOmoTnka (amukanuH-Buan 0,01%) u  SkQ cHmxkaer
CMEPTHOCTh B TEpBbIE 3 HEIENW >KU3HU HaceKoMbIX. [lo3mHue sTambl Ku3HU
HIMeNIe pa3nuunsg B ypOBHE CMEPTHOCTH HE BbIABIAIOTCA. Takum oOpazom, SkQ
CHM)KAET CMEPTHOCTh B PAHHUE MEPHUOJIbI )KU3HU 3€MJITHOTO IIMEIISA MIPU YCIOBUHU
JedeHus] MHMEKIMOHHBIX 0O0JIE3HEW HACEKOMBIX, YTO JOCTUTaeTcsl J00aBJIEHUEM

aHTUOMOTHKA B CHPOI TIPH KOPMJICHUH.
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SAKJITOYEHHUE

[Ipu wuccrnegoBaHUM MPOILIECCOB MOTPEOJICHUS KHUCIOPOJAa M BbIACICHUS
YIJCKUCIOTO Ta3a y IIMeJed ObI0 TMOKa3aHo, YTO MPOLIECCHl JbIXaHHUS,
MIPOUCXOMSININE B 3TUX HACEKOMBIX, MHTEHCHBHee (Oojee yeM B 7 pas), 4yeM y
JIOMOBOW MbIIIHM. BbUTO MOKa3aHO, YTO MHTEHCHUBHOCTH JBIXaHHS B IIpoliecce
OHTOT'€He3a MIMeNs pa3indHa. Bo B3pocioM cocTossHuM mMenb AbIUT B 16,3 pasza
WHTEHCUBHEE, YeM JIMYMHKA. B TO ke BpeMsi yCTaHOBJIEHO, YTO IMOJIET YCUIMBAET
npixanue B 1,92 paza. DTo rOBOPUT O BEICOKOM YpOBHE JibixaHuss Bombus terrestris
B COCTOSSHMM ToKosl. OT4acTh 3TO MOXKHO OOBACHHUTH IPOIECCAMU
TEPMOPETYJISLUU IIMENIS, T.K. ObUIO MOKa3aHOo, YTO TEMIIepaTypa ero Tejaa 0ObIYHO
He omyckaeTcs Hioke 30 °C [109].

BrisiBieHa  3aBUCMMOCTh  MOPOLIECCOB  JBIXaHUSI ~ MUTOXOHAPUH  OT
MPUCYTCTBUSL CYOCTpaTtoB JbixaHus s komrmuiekca 1 OTL. MakcumanbHoe
neixanue yepes komruieke | 9T HaGmronanock B IpUCyTCTBUM CMECH CyOCTpaTOB
nupyBartriiyramar, 3HaueHue coctaBuwio 131,2 uHmons Oy/mMub/mMr Oenka.
Haumenbime cKOpoCTU JbIXaHUs ObUIM XapaKTepHBI JJisi LIUTpaTa, riyTramara,
Majata u cmecu riayramar+manar (2,1, 12,8, 2,4 u 11,2 umonb Oy/Mun/Mr G6eska
cooTBeTBeHHO). HamOoinee cunpHOE ABIXaHUE TPOUCXOJIUT TPHU JTOO0ABICHUU O-
rianepodocdara (202,7 aMons Oy/mMuH/MT). B TO XK€ BpemMs MHUTOXOHAPUU
JICTAaTENbHBIX MBIIII I[IMEJICH OKHUCISIOT TMPOJIUH, OJHAKO, C HEOOIBIION
ckopoctbio (17,6 HMOIb Oy/mun/mr). OOBIMHO 53Ta 4YepTa XapakTepHa s
IJIOTOSIAHBIX HACEKOMBIX. BO3MOXKHO, CIOCOOHOCTh OKUCISATH MPOJIMH CBSI3aHA C
NOTPEOICHUEM TBUIBIIBI, KOTOPAsk COJIEPKHUT €T0 B BEICOKUX KOHIICHTPAITUSX.

[Ipu wuccnegoBaHMM MeMOpaHHOTO TMOTEHIMaNa OBLUIO TMOKAa3aHO, YTO
MUTOXOHJAPUM  JICTATEIBHBIX MBI IIMEIS TMPAKTUYECKH HE CIOCOOHBI
reHEepUPOBaTh MOTEHIMAJ B MPUCYTCTBUU CYKIIMHATA, YTO, CKOPEE BCEro, CBSI3aHO
C YpE3BBIYAHO HU3KOM CKOPOCTHIO PAaOOThI AUKAPOOKCUIATHOTO MEPEHOCUYHKA BO
BHYTpEHHEHI MeMOpaHe MHUTOXOHAPHUI. bBbT OTMEUYEeH BBICOKUH YpOBEHB

OHAOI'CHHOI'0 IIOTCHIIHMAlIa MHTOXOH,ZIpPIﬁ, KOTOpBIfI 6J'IOKI/IpyeTC}I POTCHOHOM.
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MoHo mpeanonaraTb, YTO 3BOJIIOIMOHHBIE W3MEHEHHUS JBIXaHHUSI MHUTOXOHIPUIA
[IMeNIel JBUTAINCh B CTOPOHY ONTUMHU3ALMU OKHUCIUTEIHHOTO MeTabojan3Ma
MPOJIYKTOB TIUKOJIU3a. JTO, B CBOIO OYepellb, MOTPEOOBANO CHIKEHHS OTTOKA
UHTEPMEINATOB  LMKJIA  TPUKApPOOHOBBIX  KHCIOT U3  MHUTOXOHJIPUH,
00eCIeynBaOICCs] HU3KOH AaKTUBHOCTBIO TPAHCMEMOpPAHHBIX IMEPEHOCUYHKOB
ATUX UHTEPMEINATOB.

[Ipu uccnenoannu npoaykuuu APK mmMenel n uaeHTU(GUKAIUU TPOLIEHTA
KHCJIOpOJ1a, UAYLIETO Ha BBIPA0OTKY CBOOOJHBIX PaUKajIoB, ObUIO BBISBIEHO, YTO
NPOLEHT Kuciopoaa, uayumii Ha npoxaykuuto ADK B npucyrcreun AJ[D, ObL1
Menbllie, yeM 0e3 AJI® u Mensbme, yeM B apyrux cocrosHusx (0,3%). B
cocTtostHMM 4 1o YaHCy MPOIEHT KUCIOPOAa, UAYIIUN Ha MPOAYKIHUIO MIEPOKCHIA
Bogopona, Owpul paBeH 0,8%, mpsMas KoppessuHs CKOPOCTH  JAbIXaHUS
MUTOXOHJIPUM C MHTEHCUBHOCTBIO MPOJYKIUHU MEPOKCHIA BOJIOPOAA OTCYTCTBYET.
HauGonbmuit ypoens npoaykiuu H,O, Hadmtonancs Ha a-raunepodocdare — 3,4
amoinb H,O,/mMun/Mr 6enka. [Ipu apixaHum Ha 3TOM CyOCTpaTe pOTEHOH CHIDKAET
(3a cuer OJOKMPOBAHHS OOPATHOTO TOKAa AJIEKTPOHOB), a AHTHUMHIIMH A PE3KO
MOBBIMIACT Kak oO0myro mnpoaykmuto H;O,, Tak W MPOIEHT KHUCIOPOJa,
Tpanchopmupytouuiics B ADK.

Takum ob6pazom, 0e3 m00aBIeHHUS] UHTUOUTOPOB HA MPOIYKIIMIO AKTHBHBIX
(GbopM KHCIOpOJia B MUTOXOHJPHSIX JIETATENIbHBIX MBI IIMeneld uaet Bcero 0,3-
0,8% xuciopoia (B 3aBUCUMOCTH OT METa0OJINYECKOro cocTosiHUs ). CTONh HU3KHE
3Ha4YeHHUs] TporeHTa BbIPabOoTkH ADK Moryr uMeTh aJanTUBHOE 3HAYCHHE,
MOCKOJIBKY B TOJIETE HACEKOMOTO JTIOCTHTAIOTCSI BHICOKHE HOPMBI METa0oJIM3Ma, U
ecnu npoueHT npoxaykuuun ADK Oyner Bo3pactaTh, TO 3TO MOXKET HNPHUBECTU K
CepbE3HBIM TIOCTIEACTBHUSIM OKUCITUTEILHOTO CTPECCa.

MUTOXOHIpHUH JIETATETBHBIX MBI IIMEJIEH HE CIOCOOHBI 3aKauMBaTh
kasjbiuid. OIHaKO, TEHbI MIEPEHOCUMKA Kajblus U ero peryastopos (MCU, MICUL
u EMRE) Oblmn uaeHTU(GUIMPOBAHBI, @ ¢ MOMOIIBI0 MMMYHOIETEKIIMU OBLIO
YCTaHOBJIEHO Hanuuue KanbleBoro ynumoptepa (MCU). 3Orto cBsa3aHO ¢

OCOOCHHOCTSIMH (I)YHKHI/IOHI/IpOBaHI/ISI JC€TAaTCIIbHBIX  MBIIIII, MHUTOXOHAPHUH
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KOTOPBIX yTpaTwind (YHKIHMIO PETYJAIMA TOMEOCTa3a KajbIlus B KIETKE H3-3a
BBICOKOM YaCTOThI COKPAUIEHUSI MYCKYJIaTypBbl.

[Ipu wuccnepoBaHuM BIAUsSHUA (QYHTUIMIOB Ha OHOSHEPTreTUYECKHE
XapaKTePUCTUKA MUTOXOHJPUHN JETATEIbHBIX MBIIII] IMENIS ObLIO MOKAa3aHO, YTO
GyHrUIMIBI  TUTHAHOH U JU(GEHOKOHA30J]  SABJSIIOTCS ~ MHTHOUTOpaMH
MUTOXOHJPHUAIILHOTO JbIXxaHusi, oHU Ha 50% OJIoKUpOBaiIM JbIXaHHE HA CMECU
nupyBar+riiyramMmaT B KOHUEHTpamuu 2 u 12 MKM cooTBeTCTBEHHO (s o.-
riunepodocdara 3t 3HaueHus 13 u 40 MxM). OyHrunuabl AMHUKOHA30J U
(GAYyIMOKCOHUA — SBISIIOTCA  PAa30O0IIMTENSIMU  MUTOXOHAPUAIBHOTO  JIBIXAHMS.
BoisiBieHo BiausHUE (GyHrUIUAoB Ha mnpoaykuuto A®DK, oHu cTumMynupyror
npoaykiuo H,O, mpu npixanuun yepe3 komivieke 1 OTIL[. MurubGupoBanue
GyHTUIUIAMHU  JIBIXaHUST MUTOXOHJIPUM JIETATENbHBIX MBIIII] IIMEJIEH MOXKET
MMETh 3HAUYHUTEJIbHBIE HETaTUBHBIE MOCIEICTBUS HA OMNBUIUTEIbHYIO aKTHBHOCTH
HaCEKOMBIX.

Meronom P B JITHK mmineit Obuti naeHTU(GUIMPOBAHBI T'€HBI OCHOBHBIX
aHTHOKCUAAHTHBIX (epmentoB: Mn-COJl, karanmasza, TIIyTaTHOHIIEPOKCHIA3a,
MIEPOKCUPEIOKCHH 6, repokcupeaokcuH 5, Cu/Zn-COJl, THOpEeIOKCHH-3aBUCHMAs
nepokcua-peaykraza UCP3. OmnpeneneH ypoBeHb SKCIPECCHU TE€HOB B TOJIETE U
MOKO€.  YCTaHOBIIEHO, 4YTO  OKCIPECCHUs  TI'EHOB UCP3, Mn-CO/,
IIIyTaTHOHIIEPOKCUAA3a, IMEPOKCUPEIOKCUH 6, TMEPOKCUPENOKCHMH S, Karajasa,
aktua B, Cu/Zn-COJl, THOpEIOKCHH-3aBUCUMON TEPOKCHI-PEAYKTa3bl IagacT
1ocyie NPOJOJDKUTENbHOrO Tmos€ra. Takxke ObUIO OTMEYEHO, 4YTO YpPOBEHb
HKCIIPECCUU ITUX T'€HOB YMEHbBIIAeTCs (32 UCKIIIOUEHUEM THOPEIOKCUH-3aBUCUMOMN
MEPOKCUA-PEYKTa3bl) W TpU KOpMieHHH ux 2,4-muautpodeHonoM. Taxum
0o0pa3oM, CHUXEHUE HKCIPECCUM TE€HOB AHTUOKCHUJIAHTHBIX (PEPMEHTOB IOCIIE
MPOJOJDKATEILHOTO  TOJIETa  MOXKET  OBITh  OMOCpEJOBaHA  CHUKEHUEM
MeMOpPaHHOTO MOTEHIMaIa MUTOXOHIpHid. OHaKO, CKOpEe BCET0, 3TO CBSI3aHO KakK
CO CHWXEHHEM MEMOpPaHHOIO TOTEHIMalla, TaK M C OOUUM CHIKEHHEM

OMOCHUHTETUYECKUX MPOIECCOB B MOJIETE.
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N3yyeHno BAMsSHUE MUTOXOHAPHUAILHO HANPaBICHHOTO aHTHOKcHmaHTa SkQ
Ha MPOJIOKUTEIBLHOCTD KU3HM mMenel. [lokazaHo, 4TO OH CHUXKAeT CMEPTHOCTh
IIMeJiel B paHHUE 3Tarbl pa3BUTHS, IIPU 3TOM B 8,5 pasa MOBBIIAETCS aKTUBHOCTD
AKOHMUTATTHUJIpaTa3bl, KOTOpasi, KaKk HM3BECTHO, SIBIIIETCS MapKEpPOM IMPUCYTCTBUS
A®K. Hcnomp3oBaHue aHTHOMOTMKA B KoMOWMHaAIuu ¢ Sk(Q TIOBBIIIAECT
3 PEKTUBHOCT,  AHTHOKCHUJIAHTA 3a CYET CHWIKEHHUS] CMEPTHOCTH  OT
UH(EKIINOHHBIX 3a00IeBaHUI.

Ha ocHoBe moJlydeHHBIX JaHHBIX NPEACTaBJICHA TUIOTETHYECKas cXema
OpraHU3allid W PETyIsUU OUOAPHEPTETHUYECKUX MPOIIECCOB, MPOUCXOMASIINX B
MUTOXOHJIPHSX JIETaTEIbHBIX MBI IMelts (puc. 32).

N3 npuBeAeHHOW THMIOTETHYECKOM CXEMBI CJEQyeT, YTO OCHOBHBIM
HSHEPropecypcoM g KaTa0OJIMUYECKHUX TIPOILIECCOB B JIETATEIbHBIX MBIIIIAX
mMesen sBasercs TIroko3a. OHa OKHCIAEeTCS 10 2-X OCHOBHBIX CYOCTpaToB
MUTOXOHJAPUM JIETATEIBHBIX MBI M — o-Tiaunepodocdar u nupysat. [lpu
ATOM HAOMIOJAETCS SIPKO BBIpAXKEHHAsT aKTUBALMS MUPYBATIACTHUAPOreHA3bI
monekyidamu  AJID. Jlanee  o-rumnepodocdar  OKUCHASETCS  4epe3 o-
rmtepodocharaeruaporeHasy, JOKAIM30BaHHYKD Ha  BHEIIHEH  CTOpOHE
BHYTPEHHEH MeMOpaHbl MUTOXOHJAPHUM, a THUPYBaAT Jajee OKUCIICTCS B ITUKIIC

TPUKAPOOHOBBIX KUCIIOT.
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Puc. 32. 'unoteTtnyeckas cxeMa OpraHU3alNKA U PETYISIUU OMOIHEPTETUUECKHUX MPOIIECCOB, TPOUCXOIIIINX B MUTOXOHAPUSIX

JieTatenbHbIX MbI Bombus terrestris L.



CTOUT OTMETHTh, YTO MHUTOXOHIPHUH JICTaTeIbHBIX MbII B. terrestris
CIIOCOOHBI OKHCHATh MponwH. Mcxoms w3 HamMX JaHHBIX, a TakkKe o030pa
JUTEPATyphl, HauOOJIee BEPOSTHA CIEIYIONIAs CX€Ma OKHCIICHUS] aMUHOKHUCIIOTHI:
MPOJIMH OKHUCHSETCS C TMOMOIIBIO MPOJIMHIIETUIPOTEeHA3bl, KOTOpas CHocoOHa
«cOpaceiBaTh» 3ekTponbl Ha DTL. [Ipu 3TOM mponuH Yepe3 MpoxokieHue 2-x
JOTIOJIHUTENBHBIX ~ pEaKUWid  mOpeBpamjaeTcs B Diyramar. [ yramar
TpaHCAMUHUPYETCS C MUPYBATOM C OOpa30BaHUEM O-KETOTJIyTapaTra W aJlaHWHA.
AJlaHVH TTOKHUJIA€T MUTOXOHJIPUIO U JIaJiee MOKET UATH Ha CUHTE3 JKUPOBOIO Tela,
a  O-KeToriayTapaT OKHCISIETCS  KETOTIyTapaTAErHJIpOoreHa3ol, CHoCOOHOM
MEPEHOCUTh AJIEKTPOHBI HAa YOUXMHOH, a TaKXe CTAaHJAPTHBIM CIIOCOOOM dYepe3
LTK.

MUTOXOHAPUM JETATEIBHBIX MBIIII] IMEJISI UMEIOT KaJIbIIUEBbIA YHUTIOPTEP
(MCU) ¢ OenxamMu peryjsiTopaMd, OJHAKO KaJbIUN TPaHCHOPTHPOBATH HE
crocoOHbl. Hago oTMeTUTh, 4TO aKTUBHOCTH JTUKAPOOKCHUIIATHOTO IMEPEHOCUMKA
TAKXKE€ SBISIETCS 4YpPE3BbIYaHO HU3KOW. CyKUHMHAT M MaJlaT MPAKTUYECKU HE
MIPOHUKAIOT Yepe3 BHYTPEHHIOKD MEMOpaHy MUTOXOHAPUMA JETATEIbHBIX MBIIII
IIMETIS.

Haubonee cymectBennbiMu caiitamu npoaykiuu ADK sBisroTcs KOMILIEKC
3 u xommuekc 1 DTLI. Ilpu stom SkQ cHmxkaer xomudectBo ADK B kierke.
OyHruuuael AMPEHOKOHA301 U TUTHAHOH OjokupyroT padoty OTL, B To Bpems

KaK JMHHUKOHA30J1 U (1)J'Iy,HI/IOKCI/IOHI/IJ'I pa3o6u1aI0T MUTOXOHAPHUAIBHOC AbIXaHUC.



BbIBO/IbI

BhIsiBiIcH BBICOKHH YpoBeHb abpixanus imens (Bombus terrestris L.) Ha
rpaMM MaccChl, 3TOT MMOKA3aTeNb BBIIIE, YEM Y JOMOBOM MbIIIH B 7,75 pasza. B
noNETe JbIXaHUE yBennuumBaeTcs B 1,92 pasa, 4TO TOBOPUT O BBICOKOM
WHTEHCUBHOCTH JBIXaTEIbHBIX MPOIECCOB IIMENEH B COCTOSTHUU TTOKOSI.
Haubosee WHTCHCHMBHOE JbIXaHWE MHUTOXOHApWA B. terrestris mpoucxomaur
NPy MCIOJIL30BAaHUU B KauecTBe cyOcTpara o-raunepodocdara (202,7
HMonb O,/mun/mr). W3 cybctparoB kommuiekca | OTL[ Haumbosee
MPEANOYTUTENILHON SBISIETCA CMECh NHUPYBAaT+TIyTamaT, MHUTOXOHJIPUU
JICTATEIbHBIX MBIIII IIMEJISI CIIOCOOHBI OKHUCISATH MPOJIMH CO CKOPOCTHIO
17,6 umoab O,/MHUH/MT.

HccnenoBanre MeMOpaHHOTO TOTEHIMAda  MHUTOXOHApuii B. terrestris
MO3BOJIUJIO BBISIBUTH BBICOKHWN YpPOBEHb IMOTEHIMANIA, TEHEPUPYEMOIrO TMPHU
OKHCJICHHMM  DHJIOTEHHBIX  CyOCTparoB. llemocTHble  MHUTOXOHIIpUU
MPAKTUYECKU HE CLIOCOOHBI T€HEPUPOBATH MOTEHIIUAII PU UCTIOJIb30BAHUH B
KadyecTBe CyOcTpaTa CyKIMHATa, 4YTO MOXET OBITh CBS3aHO C HU3KOH
CKOPOCTBIO PabOThl JUKApPOOKCHIATHOTO TIEPEHOCYMKA W BBICOKHMH
CKOPOCTSIMU OKHUCJICHUS TITUKOJIUTUYECKUX CYOCTpaTOB.

Ha npoaykiuio akTUBHBIX (hOPM KHUCIOpOJa B MUTOXOHAPHUAX JIETATEIHHBIX
mbrmi B. terrestris maer Bcero 0,3-0,8% kuciopoaa, 4To MOXKET HUMETh
CYILIECTBEHHOE 3HAYCHUE ISl aanTalliy K MOJIETY.

MutoxoHapuHu  JIeTaTedbHBIX  MbIm B. terrestris He cmocoOHBI
TPaHCHIOPTUPOBATh KalblWid. [Ipym 3TOM OHHM HMMEIOT KaKk TEHbl |
nepeHocunkoB u perymsaropoB (MCU, MICUI u EMRE), tak u Genok
KaJILIIUEBOTO YHUTIOpTEPA.

OYHTUIUABl — AUTHAHOH W JU(EHOKOHA30J — SIBJISIIOTCS WHTHOMTOpaMHU
MUTOXOHJPHAIBHOTO JBIXaHMS, & TUHUKOHA30J U (hITyTMOKCOHWUI SBIISFOTCS

Pa300IIMTENAMHU OKUCIUTENHHOTO (OChHOPUTUPOBAHUS.



7. Meronom PCR B knetkax B. terrestris Obutn uaeHTH(OUIIUPOBAHBI T'E€HBI
aHTUOKCUAAHTHBIX (hepMeHTOB mmens: Mn-CO/Jl, riayratnoHnepokcuaasa,
NEPOKCUPEIOKCUH 6, TEPOKCHUpPEAOKCHH S5, Karamaza, Cu/Zn-CO/,
TUOPEIOKCUH-3aBUCUMas Nepokcua-peaykrasa, UCP3.

8. YcranoBneHo, uyto skcrpeccusi reHoB Mn-CO/l, riayrarnoHnepokcuaassbl,
MEepOKCUPEIOKCHHA 6, TIepoKcupeokcrHa 5, karanasel, Cu/Zn-COJl, UCP3,
TUOPEIOKCHH-3aBUCUMOM NEPOKCUA-PENYKTA3bI ajaeT ocJie
IPOIOJDKUTENBHOTO 10s1éTa (3-5 yacos).

9. MuTOXOHIpHAIIbHBIM aHTHOKCUAAHT SK(Q CHIDKaeT cMepTHOCTH B. terrestris
Ha paHHUX JTalax pPa3BUTHUA, MPU ATOM PE3KO MOBBIIMIACTCS AKTUBHOCTH
aKoHUTaTruapaTasbl (B 8,5 pasza) BCIEICTBUE TOTO, UYTO 3TOT (EepMEHT

IBIIsIETCS MHUIIEHBIO 11 ADK.

119



CIIMCOK HCIIOJB30OBAHHbLIX NCTOYHNUKOB

AKTUBUPOBaHHBIE KUCIOPOAHBIE META0OIUTHI B MOHOOKCHJIA3HBIX
peakuusx / B.B. Jlaxosuy, B.A. Basunmun, H.K. 3enkos, E.b. MenbmukoBa
// brommerens CO PAMH. — 2005. - T. 118, Ne4. — C. 7-12.

BroaHTHOKCHIAaHTBI IPU JIyYEBOM MOPAKEHHUH U 3JIOKAYECTBEHHOM POCTE
/ E.B. EypnakoBa, A.B. Anecenko, E.M. Momnoukuna, H.I1. [Tanemuna, H.T.
Xpanosa // M., Hayka. — 1975. — 214 c.

buoxumus / H.A. Kepebuos, T.H. Ilorosa, B.I'. AptioxoB. — HU3n-Bo
Boponex. yn-ta, 2002. — 696 c.

I'epacumoB  A.M. TuomsaBucuMoe oOpa3oBaHUE CYHNEPOKCHIHOIO
pagukaia MeHaJAuoHOM U BukacojoMm / A.M. I'epacumon, A.C. 3axapoB //
buoxumus. — 1985. — T. 83, No2. — C. 147-150.

I'puBennukoBa B.I'. Mutoxonapuaneubeii  kommuiekc 1/ B.I.
['puBennukoBa, A.J[. BunorpanoB // Ycnexu coBpeMEHHON OHUONOTHHU. —
2003. - T. 43. - C. 19-58.

Hensuna H.B. MexaHu3mbpl aHTMOKCHJIAHTHOW 3allMThl OPTaHU3Ma IpU
U3MEHEHUHN pexuMa KuciaopoaHoro odecneuenus / H.B. Jlenanun, A.M.
['epacumoB // Marepuanbl MEXIyHAPOAHOW HAYYHOW KOH(DEpPEHIIUH.
I'pomno. — 1993. — ¢.18-19.

Hmutpues JI.®. Co3ganue Ha BHyTpeHHEH MemMOpaHe MutoxoHapuid 250
MB siBrsieTcst HEOOXOIUMBIM, HO HEJIOCTATOYHBIM yciioBueM cuHTe3a AT /
JL.®. ImutpueB, M.B. UBanosa, JI.H. JlaBnetimuna // buoxumus. — 1993. —
T. 58, Ne 2. — C. 255-260.

HNy6ununa E.E. buonoruyeckas poJsib CyliepoKCHIHOTO aHUOH-HpauKalia
U CYNEPOKCUAIUCMYTa3bl B TKaHAX opranuzma / Jlyoununa E. E. // Ycnexu
coBpemerHoi ouonorun. — 1989. — T. 108, Nel. — C. 3-18

3emisiHyxuH A.A. BoJbioi nmpakTuKkyM 1o (pu3noiaoruu pactenuii / A.A.
3emnsnyxuH, JI.A. 3emnsnyxuH. — YdeOHoe mocobue. Boponex: M3n-Bo

Boponexckoro ynusepcurera, 1996. — 188c.

120



10. 3enxoB H.K. Oxucnutensheiii ctpecc. [luarnocTtuka, Tepamms,
npo¢unaktuka / H.K. 3enkoB, E.b. MenpmmkoBa, C.M. Ieprun //
HoBocubupck. — 1993. — 181 c.

11. 3emxoB H.K. AKTHUBHpOBaHHBIE KHUCJIOPOJIHBIE METAa0OJUTHI B
ouonornueckux cucremax / H.K. 3enkoB, E.b. MenpmukoBa // Ycmexu
coBpeMeHHoM Ouonoruu. — 1993. — T. 113, Ne. 3. — C. 286-296.

12. Karanmaza OMOJIIOTHUYECKUX CpeJ] OpraHM3Ma 4YeJOBEKa U €€ KIMHUKO-
OMOXUMHUYECKOE 3HaYeHue B olleHKe sHa0ToKcuKko3a / H.B. be3pyuko, I'.K.
Py6uoB, H.b. T'anseBa, I'.A. Kosnoma, /[.I. CagoBuHukoBa // BecTHuk
ToMckoro rocyaapcTBEHHOTO Menarornaeckoro yausepeurera. — 2012, — Ne
7.—C. 94-100.

13. Kenmms M.B. Pomp HU3KOMONEKYJSPHBIX aHTHOKCHIAHTOB TPHU
okucnurenbHoM ctpecce / M.B. Kenus, AWM. Jlykum, E.Il. I'ycekoB //
Yenexu coppemennoit omonoruu. — 1993, — T. 113, Ne. 4. — C. 456-469.

14.  Jlakun I'.®. buomerpus / I'.®. Jlakun. — Mocksa: Beicun. mik., 1990. —
351c.

15. Mansctpem b.I'. Hekotopsle acnekTbl CTPYKTypsl U (QYHKIUU
Menscoaepxanmx okcunas / b.I'. Mansctpem // Utorm u mepcneKTUBBI
pa3BUTHS OWOOPTraHUYECKOM XMMHUM W MOJIEKYJSIpHOM Oumonoruu. — M.,
1978. — C. 169-181.

16. HuTpo3mibHbIE KOMIUIEKCHl HUTOXPOMOB MUTOXOHAPHAIBHON LIEH —
nepBUYHbIE XpoMOGopbl B MexaHu3Me QoroaktuBauuu aAbixanus / [.T.
bopucenko u ap. // buon. memOp. — 2002. — T.19, Ne 5. C. 378-390.

17. TlerpoBuu FO.A. CB0OOSHOpAaIWKAIBHOE OKHCICHHE M €ro pojib B
naToreHese BocrnaneHusi, umemun u crpecca / FO.A. Ilerposuu, JI.B.
[I'yrxkun // [latonor. pusuonorus u sKcniepuMeHTanbHas Tepanus. — 1986,
Ne5. - C. 85-92.

18. Poub xooneparuBHoro H+/e—-conpsioxenus (pegokc-3pdext bopa) B reme
a/CUA u reme a/ CuB npu TpaHcMeMOpaHHOM TMEpPEHOCE MPOTOHOB

utoxpoM ¢ okcuaasoi / C. Ilama // buoxumus. — 2005. — T. 70, Ne 2. — C.

121



220-230.

19. Py6un A.b. TpancnopT 31ekTpoHOB B Ouosiornyeckux cuctemax / A.b.
Py6un, B.II. Illunkapes. — M.: Hayka, 1984. — 315 c.

20. Campko H.M. HccnenoBanus  u30(QepMEHTOB  TUMQOIMTAPHBIX
NOMyJSIMA B MPOIECCe  HampaBlICHHOW HMMMYHHU3allMd W TpHU
ayroummyHHo# mnaroiorun / H.M. Canbko, E.C. Kanusa, T.I1. Mareiikos,
B.W. Jleun // I'ematonorust u tpancdysuomorus. — 1990. — T. 3, Ne 7. — C.
10-13.

21. CemenoB B.B. MyrareHHas W aHTUMyTareHHas aKTHBHOCTH IIEIbHOM
KpOBU yesoBeka, ee mia3mbl 1 0enkoB / B.B. Cemenos, E.C. Kommnaesa //
Bectauk PAMH. — 1997, Ne 7. — C. 33-35.

22. Ckynades B.IL SBnenus 3anporpaMMUPOBAHHON CMEpPTH.
MuTOoXoHIpUH, KIETKH U OpraHbl: posib aKTUBHBIX (hopM kuciopona / B.IIL.
CkynaueB // CopocoBckuit O6pazoBarenbhblii Kypnan. — 2001. — T. 7, Neb.
—c. 410-414.

23. CtpyKTypa BaJCHTHOM 00JIACTH KJIACTEPHOM MOJIEIN aKTUBHBIX IICHTPOB
uurtoxpom-c-okcuaazsl / T.A. PomanoBa, I1.B. AspamoB // XKypnan
ctpykrypHoii xumuu. — 2005. — T.46, Ne 2. — C. 351-354.

24. TypxoB M.U. Cynepokcummucmyrtasza: cBoiictBa U (pynkiuu / M. H.
TypkoB //Ycnexu coBpemenHoi 6uonoruu. — 1976. — T. 81, Ne. 3. — C. 341-
354.

25. denoposa T.H. [lepekucHoe OKHCJICHHE JIUTIAIOB npu
sKcriepuMeHTanbHoi uiemun mosra / T.H. ®@enoposa, A.A. bonasipes, H.
B. I'anymkuna // buoxumus. — 1994 . — T. 64, Ne 1. — C. 94-99.

26. @unatoB MN.A. Crpoenue u cBoHcTBa IUTOXpoMokcuaazel / WM. A
®dwuaros [u ap.] // buoopr. xumus. — 1988. — T. 14, Ne 6. C. 725-745.

27. XautoB P.M. HNmmynonorus / P.M. XawutoB, I'.A. WUrnatsena, WN.T.
CupnopoBud. — M.: Menumuna, 2000. — 432 c.

28. UYepnsimes [.A. BeposTHOCTb U cTaTHCTUKa B Ouonoruu u xumuu / ['.A.

UYepnbiieB, B.H. CrapukoB. — Boponex : M3narensctBo BopoHexckoro

122



yHuBepcuteTa, 1998. — 270 c.

29. Dmuepreruka 6momem6pan / B.I1. Ckymnaues. — M.: Hayka, 1989. — 564 c.

30. 9-Methyl- b -carboline has restorative effects in an animal model of
Parkinson’s disease / C. Wernicke [et al.] // Pharmacol. Rep. — 2010. — V.
62. - P. 1.

31. A mutant mitochondrial respiratory chain assembly protein causes
complex Ill deficiency in patients with tubulopathy, encephalopathy and
liver failure / P. De Lonlay [et al.] // Nat. Genet. — 2001. — V. 29. — P. 57-60.

32. A stable non fluorescent derivative of resorufin for the fluorometric
determination of trace hydrogen peroxide: applications in detecting the
activity of phagocyte NADPH oxidase and other oxidases / M.J. Zhou et al.
/[ Anal Biochem. —1997. — V. 253, N 2. — P. 162-168.

33. Age-associated decline in mitochondrial respiration and electron transport
in Drosophila melanogaster / M. Ferguson [et al.] // Biochem. J. — 2005. — V.
390, N 2. — P. 501-511.

34. Alfonso-Prieto M. The reaction mechanisms of heme catalases: an
atomistic view by ab initio molecular dynamics / M. Alfonso-Prieto, P.
Vidossich, C. Rovira // Arch Biochem Biophys. — 2012. — V. 525, N 2. — P.
121-130.

35. Andreyev A.Y. Mitochondrial metabolism of reactive oxygen species /
A.Y. Andreyev, Y.E. Kushnareva, A.A. Starkov // Biochemistry (Mosc). —
2005. -V. 70, N 2. - P. 200-214.

36. Anisimov V.N. Mitochondria-targeted plastoquinone derivatives as tools
to interrupt execution of the aging program.5. SkQ1 prolongs lifespan and
prevents development of traits of senescence / V.N. Anisimov, L.E.
Bakeeva, V.P. Skulachev // Biochemistry (Moscow) — 2008. — V. 73, N 12.
—P. 1329-1342.

37. Antonenko Y.N. Mitochondria-targeted plastoquinone derivatives as tools
to interrupt execution of the aging program. 1. Cationic plastoquinone

derivatives: synthesis and in vitro studies / Y.N. Antonenko, A.V.

123



Avetisyan, V.P. Skulachev // Biochemistry (Moscow) — 2008. — V. 73 — P.
1589-1606.

38. Apel K. Reactive oxygen species: metabolism, oxidative stress, and signal
transduction / K. Apel, H. Hirt // Annu Rev. Plant. Biol. — 2004. — V. 55. —
P. 373-399.

39. Architecture of succinate dehydrogenase and reactive oxygen species
generation / V. Yankovskaya et al. / Science. — 2003. — V. 299.— P. 700-704.

40. Architecture of the Qo site of the cytochrome bc 1 complex probed by
superoxide production / F. L. Muller [et al.] // Biochemistry. — 2003. — V.
42, N 21. — P. 6493-6499.

41. Azzu V. Degradation of an intra-mitochondrial protein by the cytosolic
proteasome / V. Azzu, M. D. Brand // J. Cell Sci. — 2010. - V. 123, N 4. — P.
578-585.

42. Banda E.H. Pollination of greenhouse tomatoes by bees/ E. H. J. Banda,
R.J. Paxton // Acta Horticulturae. — 1991. — V. 288. — P. 194-198.

43. Bartholomew G.A. Oxygen consumption of moths during rest, pre-flight
warm-up, and flight in relation to body size and wing morphology / G.A.
Bartholomew, T.M. Casey // J. exp. Biol. — 1978. — V. 76. — P. 11-25.

44. Bayley J.P. Warburg tumours and the mechanisms of mitochondrial
tumour suppressor genes. Barking up the right tree? / J.P. Bayley, P. Devilee
// Curr. Opin .Genet Dev. — 2010. — V. 20, N 3. — P. 324-329.

45. Bcslp, an AAA-family member, is a chaperone for the assembly of the
cytochrome bc(1) complex / C.M. Cruciat [et al.]// EMBO J. — 1999. — V.
18, N 19. — P. 5226-5233

46. Beckman K.B. The free radical theory of ageing matures / K.B. Beckman,
B.N. Ames // Physiol. Rev. —1998. — V. 78. — P. 547-581.

47. Bergh S.G.V.d. (1967) Insect mitochondri / S.G.V.d. Bergh // Methods in
Enzymology. — 1967. — V. 10. — P. 117-122.

48. Bergh V.D.S. The respiratory activity and permeability of housefly
sarcosomes / V.S.D. Bergh, E.C. Slater // Biochem. J. — 1962. — V. 82. — P.

124



362-371.

49. Bertsch A. Foraging in male bumblebees (Bombus Ilucorum L.):
maximizing energy or minimizing water load? / A. Bertsch // Oecologia
(Berlin). —1984. - V. 62, N 3. — P. 325-336.

50. Bewley C.G. o-Glycerophosphate dehydrogenase in Drosophila
melanogaster: Kinetic differences and developmental differentiation of the
larval and adult isozymes / C.G. Bewley, M.J. Rawls, C.J. Lucchesi // J.
Insect. Physiol. — 1976. — V. 20. — P. 153-165.

51. Binding properties of the calcium-activated F2 isoform of Lethocerus
troponin C / S.R. Martin [et al.] // Biochemistry. — 2011. — V. 50, N 11. — P.
1839-1847.

52. Bioenergetics of mitochondrial diseases associated with mMtDNA
mutations / G. Lenaz [et al.] // Biochim. Biophys. Acta. — 2004. — V. 1658. —
P. 89-94.

53. Bovine complex | is a complex of 45 different subunits / Carrol J. [et al.]
/1J. Biol. Chem. — 2006. — V. 281, N 43. — P. 32724-32727.

54. Boyer P.D. The ATP synthase — a splendid molecular machine / P.D.
Boyer // Annu. Rev. Biochem. — 1997. — V. 66. — P. 717-749.

55. Boyer P.D. The binding change mechanism for ATP synthase-some
probabilities and possibilities / P.D. Boyer // Biochim. Biophys. Acta. —
1993. — V. 1140. — P. 215-250.

56. Boyland E. The role of glutathione and glutathione S-transferases in
mercapturic acid biosynthesis / E. Boyland, L.F. Chasseaud // Adv.
Enzymol. Relat. Areas Mol. Biol. — 1969. — V. 32. — P. 173-219.

57. Brenner D. Mitochondrial cell death effectors / D. Brenner, T.W. Mak //
Curr. Opin. Cell Biol. —2009. - V. 21. — P. 871-877.

58. Bullard B. Regulating the contraction of insect flight muscle / B. Bullard,
A. Pastore // J. Muscle. Res. Cell Motil. — 2011. — V. 32, N 4-5. — P. 303-
313.

59. Bursell E. Aspects of the metabolism of amino acids in the tsetse fly,

125



Glossina (Diptera) / E. Bursell // J. Insect Physiol. — 1963. — V. 9. — P. 439-
452.

60. Bursell E. Oxaloacetic carboxylase in flight musculature of the tsetse fly /
E. Bursell // Comp. Biochem. Physiol. — 1965. — V. 16. — P. 259-266.

61. Bursell E. Substrates of oxidative metabolism in Dipteran flight muscle /
E. Bursell // Comparative Biochemistry and Physiology B. — 1975. — V. 52.
—P. 235-238.

62. Bursell E. The conversion of glutamate to alanine in the tsetse fly / E.
Bursell // Comp. Biochem. Physiol. — 1967. — V. 23. — P. 825-829

63. Candy D.J. Utilization of fuels by the flight muscles / G.J. Goldsworthy,
C.H. Wheeler // Insect flight CRC Press. — 1981. — P. 305-3109.

64. Cannon B. Brown adipose tissue: function and physiological significance
/ B. Cannon, J. Nedergaard // Physiol. Rev. — 2004. — V. 84, N 1. — P. 277-
359.

65. Carafoli E. A survey of the interaction of calcium ions with mitochondria
from different tissues and species / E. Carafoli, A.L. Lehninger // Biochem.
J.—1971. - V. 122. - P. 681-690.

66. Carroll A.M. Starvation sensitive UCP 3 expression in rat thymus and
spleen / A.M. Carroll, R.K. Porter // Biochim. Biophys. Acta. — 2004. — V.
1700, N 2. — P. 145-150.

67. Chance B. Hydroperoxide metabolism in mammalian organs / B. Chance,
H. Sies, A. Boveris // Physiol Rev. —1979. - V. 59, N 3. — P. 527-605.

68. Chelikani P. Diversity of structures and properties among catalases / P.
Chelikani, I. Fita, P.C. Loewen // Cell Mol. Life Sci. —2004. — V. 61, N 2. —
P. 192-208.

69. Chino H. Diacylglycerol-carrying lipoprotein of hemolymph of the locust
and some insects // H. Chino, K. Kitazawa // J. Lipid Res. — 1981. — V. 22, N
7.—P. 1042-1052.

70. Chino. H. Lipid transport: Biochemistry of hemolymph lipophorin / H.

Chino. /I In Comprehensive Insect Physiology, Biochemistry, and

126



Pharmacology. — 1985. — V. 10. — P. 115-135

71. Chu F.F. Expression, characterization and tissue distribution of a new
cellular selenium-dependent glutathione peroxidase, GSHPx- Gl / F.F. Chu,
J.H. Doroshow, R.S. Esworthy // J. Biol. Chem. — 1993. — V. 268, N 4. — P.
2571-2576.

72. Clinical and molecular findings in children with complex | deficiency /
M. Bugiani [et al.] // Biochim. Biophys. Acta. — 2004. — V. 1659. — P. 136-
147.

73. Collier G.E. Purification of alpha-glycerophosphate dehydrogenase from
Drosophila melanogaster / G.E. Collier, D.T. Sullivan, R.J. Macintyre //
Biochim. Biophys. Acta. — 1976. — V. 429, N 2. — P. 216-223.

74. Complete structure of the 11-subunit bovine mitochondrial cytochrome
bcl complex / S. Iwata [et al.] // Science. — 1998. — V. 281. — P. 64-71.

75. Crystal structure of mitochondrial respiratory membrane protein complex
I1/F.Sun [etal.]// Cell. —2005. - V. 121. — P. 1043-1057.

76. Cysteine labeling studies of beef heart aconitase containing a 4Fe, a
cubane 3Fe, or a linear 3Fe cluster./ D.W. Plank [et al.] // J. Biol Chem. —
1989. — V. 264, N 34. — P. 20385-20393.

77. Danks S.M. Changes in intramitochondrial adenine nucleotides in blowfly
flight-muscle mitochondria / S.M. Danks, J.B. Chappell // Biochem J. —
1974.-V. 142. — P. 353-358

78. Daves R.A. The oxygen consumption of flies during flight / R.A. Daves,
G. Fraenkel // J. Exp. Biol. —1940. — V. 17. — P. 402-407.

79. Defining the mitochondrial proteomes from five rat organs in a
physiologically significant context using 2D blue-native/SDS-PAGE / N.H.
Reifschneider [et al.] // J. Proteome Res. — 2006. — V. 5. - P. 1117-1132.

80. Devenish R.J. The structure and function of mitochondrial F1FO-ATP
synthases / R.J. Devenish, M. Prescott, A.J. Rodgers // Int. Rev Cell Mol.
Biol. — 2008. — V. 267. — P. 1-58.

81. Differential effects of mitochondrial complex I inhibitors on production

127



of reactive oxygen species / R. Fato [et al.] // Biochim. Biophys. Acta. —
2009. - V. 1787, N 5. — P. 384-392.

82. Distribution of the uncoupling protein-2 gene in mice reveals a role in
immunity and reactive oxygen species production / D. Arsenijevic [et al.] //
Nat. Genet. — 2000. — V. 26. — P. 435-439.

83. Drose S. Ambivalent effects of diazoxide on mitochondrial ROS
production at respiratory chain complexes | and Il / S. Drose, P.J. Hanley,
U. Brandt // Biochim. Biophys. Acta. — 2009. — V. 1790, N 6. — P. 558-565.

84. Drose S. Measurement of superoxide formation by mitochondrial
complex | of Yarrowia lipolytica/ S. Drose, A. Galkin, U. Brandt // Methods
Enzymol. — 2009. — V. 456. — P. 475-490.

85. Emil F.P.S. The Catalytic Mechanism of Glutathione Reductase as
Derived from X-ray Diffraction Analyses of Reaction Intermediates / F.P. S.
Emil, G.E. Schulz // J. Biol. Chem. — 1983. — V. 258, N 3. — P. 1752-1757.

86. EMRE is an essential component of the mitochondrial calcium uniporter
complex /Y. Sancak [et al.] // Science. — 2013. —V. 342. — P. 1379-1382.

87. Energy metabolism in uncoupling protein 3 gene knockout mice / A.J.
Vidal-Puig [et al.] // J. Biol. Chem. — 2000 — V. 275, N 21. — P. 16258-
16266

88. Epp O. The refined structure of the selenoenzyne glutathione peroxidase
at 0.2 nm resolution / O. Epp, R. Ladenstein, A. Wendel // Eur. J. Biochem.
—1983.-V. 133, N 1. - P. 51-69.

89. Ernster L. Biochemical, physiological and medical aspects of ubiquinone
function / L. Ernster, G. Dallner // Biochim. Biophys. Acta. — 1995, N 1. —
V. 1271. - P. 195-204

90. Estabrook R.W. Alpha-Glycerophosphate oxidase of flight muscle
mitochondria / R.W. Estabrook, B. Sacktor // J. Biol. Chem. — 1958. — V.
233. - P. 1014-10109.

91. Evolution, structure and function of mitochondrial carriers: a review with
new insights / F. Palmieri [et al.] // Plant J. — 2011. — V. 66, N 1. — P. 161-

128



181.

92. Expression of uncoupling proteins in human skin and skin-derived cells /
S. Mori [et al.] // J. Invest. Dermatol. — 2008. — V. 128. — P. 1894-1900

93. Fatty acid activation of the uncoupling proteins requires the presence of
the central matrix loop from UCP1 / J. Jimenez-Jimenez [et al.] // Biochim.
Biophys. Acta — 2006. — V. 1757. — P. 1292-1296.

94. Flight activity, mortality rates, and lipoxidative damage in Drosophila/ T.
Magwere [et al.] // Journal of Gerontology: Biologiccal sciences. — 2006. —
Vol. 61A, N 2. — P. 136-145.

95. Fourteen novel human members of mitochondrial solute carrier family 25
(SLC25) widely expressed in the central nervous system / T. Haitina [et al.]
// Genomics. — 2006. — V. 88, N 6. — P. 779-790.

96. Fuel uptake, storage and use in male bumble bees Bombus terrestris L. /
B. Surhot [et al.] // J. Comp. Physiol. — 1988. — V. 158. — P. 263-269.

97. Gade G. Flight substrates and their regulation by a member of the
AKH/RPCH family of neuropeptides in Cerambycidae / G. Gade, L.
Auerswald // Journal of Insect Physiology. — 2000. — V. — 46, N 12. — P.
1567-1576.

98. Galkin A. Superoxide radical formation by pure complex |
(NADH:ubiquinone oxidoreductase) from Yarrowia lipolytica / A. Galkin,
U. Brandt // J. Biol. Chem. — 2005. — V. 280, N 34. — P. 30129-30135.

99. Ghezzi D. SDHAF1, encoding a LYR complex-1l1 specific assembly
factor, is mutated in SDH-defective infantile leukoencephalopathy / D.
Ghezzi [et al.] // Nat. Genet. — 2009. — V. 41, N 6. — P. 654-656.

100. Glutathione peroxidase protects cultured mammalian cells from the
toxicity of adriamycin and paraquat / S.D. Taylor [et al.] // Arch. Biochem.
Biophys. — 1993. — V. 305. — P. 600-605.

101. Glutathione: biosynthesis, metabolism and relationship to stress tolerance
explored in transformed plants / N. Graham [et al.] // J. Experi. Bot. — 1998.
—V. 49, N 321. - P. 623-647.

129



102. Grossmann A. Non-reactivity of the selenoenzyme glutathione peroxidase
with enzymically hydroperoxidised phospholipids / A. Grossmann, A.
Wendel // Eur. J. Biochem. — 1993. — V. 135. — P. 549-552.

103. Hainsworth F. R. Energy regulation in hummingbirds / F. R. Hainsworth
// American Scientist. — 1981. — V. 69. — P. 420-429.

104. Halliwel B. Free radicals in biology and medicine / B. Halliwel, J.M.C.
Gutteridge // Clarendon Prees, Oxford. — 1989. — V. 47. — P. 8445-8449.

105. Hansford R.G. Some properties of pyruvate and 2-oxoglutarate oxidation
by blowfly flight-muscle mitochondria / R.G. Hansford // Biochem J. —
1972. - V. 127. - P. 271-283.

106. Hatefi Y. Preparation and properties of succinate: ubiquinone
oxidoreductase (complex Il1) / Y. Hatefi, D.L. Stiggall // Methods Enzymol.
—1978. - V. 53. - P. 21-27.

107. Haunerland N.H. Fatty acid binding protein in flight muscle of the locust,
Schistocerca gregaria / N.H. Haunerland, J.M. Chisholm // Biochim.
Biophys. Acta. — 1990. — V. 1047, N 3. — P. 233-238.

108. Hayes J.D. Glutathione and glutathione-dependent enzymes represent a
coordinately regulated defence against oxidative stress / J.D. Hayes, L.I.
McLellan // Free Radic. Res. —1999. —V. 31, N 4. —P. 273-300.

109. Heinrich B. Thermoregulation in bumblebees / B. Heinrich // J. of
comparative physiology. — 1975. — V. 96. — P. 155-166.

110. Hetz S.K. Insects breathe discontinuously to avoid oxygen toxicity / S.K.
Hetz, T.J. Bradley // Nature. — 2005. — V. 433. — P. 516-5109.

111. Hirst J. The production of reactive oxygen species by complex |/ J. Hirst,
M.S King., K.R. Pryde // Biochem. Soc. Trans. — 2008. — V. 36, N 1. — P.
976-980.

112. Hoekstra W.G. Biochemical function of selenium and its relation to
vitamin E / W.G. Hoekstra // Fed. Proc. — 1975. — V. 34, N 11. — P. 2083-
2089.

113. Homologues of the uncoupling protein from brown adipose tissue

130



(UCP1): UCP2, UCP3, BMCP1 and UCP4 / F. Bouillaud [et al.] // Biochim.
Biophys. Acta — 2001. — V. 1504, N 1. — P. 107-119

114. How do uncoupling proteins uncouple? / K.D. Garlid [et al.] // Biochim.
Biophys. Acta. — 2000. — V. 1459. — P. 383-389.

115. How to reduce bee poisoning from pesticides / H. Riedl [et al.] // A
Pacific Northwest Extension publication Oregon State University. — 2006. —
26 p.

116. Hung C.H. Modulation of mitochondrial calcium as a pharmacological
target for Alzheimer's disease / C.H. Hung, Y.S. Ho, R.C. Chang // Ageing
Res. Rev. —2010. — V. 9, N4, — P. 447-456.

117. Increase in glutathione peroxidase activity in malaria parasite after
selenium supplementation / B. Gamain [et al.] // Free Radical Biol. Med. —
1996. — V. 21. — P. 559-565.

118. Inhibitors of succinate:quinone reductase/complex Il regulate production
of mitochondrial reactive oxygen species and protect normal cells from
ischemic damage but induce specific cancer cell death / S.J. Ralph [et al.] //
Pharm. Res. — 2011. — V. 28. — P. 2695-2730.

119. Interaction of Ca2+ with blowfly flight muscle mitochondria / Carafoli E.
[et al.] // Biol. Chem. -1971. — 246. — P. 964-972.

120. Isolated complex | deficiency in children: clinical, biochemical and
genetic aspects / J. L. Loeffen [et al.] // Hum. Mutat. — 2000. — V. 15, N 2. —
P.123-134.

121. Isolation, ultrastructure, and biochemical characterization of glycogen in
insect flight muscle / C.C. Childress [et al.] // J. Cell Biol. — 1970. — V. 45.
—P. 83-90.

122. Kelly O.M. Absence of mitochondrial uncoupling protein 3: effect on
thymus and spleen in the fed and fasted mice / O.M. Kelly, R.K. Porter //
Biochim. Biophys. Acta. — 2011. — V. 1807, N 9. — P. 1064-1074.

123. Kirichok Yu. The mitochondrial calcium uniporter is a highly selective
ion channel / Yu. Kirichok, G. Krapivinsky, E.C. David // Nature. — 2004. —

131



V. 427. - P. 360-364.

124. Kirkinezos I.G. Reactive oxygen species and mitochondrial diseases / I.G.
Kirkinezos, C.T. Moraes // Semin. Cell Dev. Biol. —2001. — V. 12, N 6. — P.
449-457.

125. Klingenberg M. Structure and function of the uncoupling protein from
brown adipose tissue / M. Klingenberg, S.G. Huang // Biochim. Biophys.
Acta—1999. — V. 1415, N 2. — P. 271-296.

126. Kort C.A.D.De. The significance of L-proline for oxidative metabolism in
the flight muscles of the Colorado beetle, Leptinotarsa decemlineata / C.A.
D.De Kort, A.K.M. Bartelink, R.R. Schuurmans // Insect Biochem. — 1973.
-V.3,N9.-P. 11-17.

127. Krause F. Detection and analysis of protein-protein interactions in
organellar and prokaryotic proteomes by native gel electrophoresis:
(membrane) protein complexes and supercomplexes / F. Krause //
Electrophoresis. — 2006. — V. 27, N 13. — P. 2759-2781.

128. Krauss S. The mitochondrial uncoupling-protein homologues / S. Krauss,
C.Y. Zhang, B.B. Lowell // Nat. Rev. Mol. Cell Biol. — 2005. - V. 6, N 3. —
P. 248-261.

129. Krinsky N.L. Membrane antioxidants / N.L. Krinsky // Ann. NY. Acad.
Sci. —1988. - V. 551. — P. 17-33.

130. Lack of correlation between mitochondrial reactive oxygen species
production and life span in Drosophila / S. Miwa [et al.] // Ann N Y Acad
Sci. —2004. - V. 1019, N 1. — P. 388-391.

131. Lehninger A.L. Biochemistry, the molecular basis of cell structure and
function: Second Edition / Albert L. Lehninger // Worth Publishers Inc.,
New York. —1975. — P. 1104,

132. Lewis M. R. Mitochondria in tissue culture / M. R. Lewis, W. H. Lewis //
Science. — 1914, — V. 39. — P. 330-333.

133. Lill R. Function and biogenesis of iron-sulphur proteins / R. Lill // Nature.
—2009. - V. 460. — P. 831-838.

132



134. Lin M.T. Mitochondrial dysfunction and oxidative stress in
neurodegenerative diseases / M.T. Lin, M.F. Beal // Nature. — 2006. — V.
443, —P. 787-795.

135. Lipoprotein lipase activity in the flight muscle of Locusta migratoria and
its specificity for haemolymph lipoproteins / M.C. Van Heusden [et al.] //
Insect Biochemistry. — 1986. — V. 16. — P. 517-523.

136. Lipoproteins act as a reusable shuttle for lipid transport in the flying
death's head hawkmoth acherontia atropos / B. Surholt [et al.] // Biochimica
et Biophysica Acta. — 1991. — V. 1086. — P. 15-21.

137. Liu S.S. Generating, partitioning, targeting and functioning of superoxide
in mitochondria/ S. S. Liu // Biosci Rep. —1997. — V. 17, N 3. — P. 259-272.

138. Liu S.S. Mitochondrial Q cycle-derived superoxide and chemiosmotic
bioenergetics / S.S. Liu// Ann. NY Acad. Sci. —2010. — V. 1201. — P. 84-95

139. Liu Y. Generation of reactive oxygen species by the mitochondrial
electron transport chain / Y. Liu, G. Fiskum, D. Schubert // J. Neurochem. —
2002. -V. 80, N 5. - P. 780-787.

140. Lombardi A. Defining the transcriptomic and proteomic profiles of rat
ageing skeletal muscle by the use of a cDNA array, 2D- and Blue native-
PAGE approach / A. Lombardi [et al.] // Proteomics. — 2009. — V. 72, N 4. —
P. 708-721.

141. Lopes V.M. Bitondi induction of heat shock proteins in the larval fat body
of Apis mellifera L. bees / V.M. Lopes, C.Z. Luz . Simdesb M.M.G. Bitondi
// Apidologie. — 2000. — V. 31. — P. 487-501.

142. Macrophages decreases atherosclerotic lesion formation in low-density
lipoprotein receptor—deficient mice / Q. Mu [et al.] // J. American Heart
Association. — 2007. — P. 1375-1382.

143. Mammalian mitochondrial complex I: biogenesis, regulation and reactive
oxygen species generation / W.J. Koopman [et al.] // Antioxid. Redox.
Signal. — 2010. — V. 12, N 12. — P. 1431-1470.

144. Manodori A. (3Fe-4S) to (4Fe-4S) cluster conversion in Escherichia coli

133



fumarate reductase by site directed mutagenesis / A. Manodori, G. Cecchini,
M.K. Johnson // Biochemistry. — 1992. — Vol. 31, N 10. — P. 2703-2712.

145. McKenzie M. Analysis of respiratory chain complex assembly with
radiolabeled nuclear- and mitochondrial-encoded subunits / M. McKenzie,
M. Lazarou, M.T. Ryan // Methods Enzymol. — 2009. — V. 456. — P. 321-
339.

146. Measurement of the molecular masses of hydrophilic and hydrophobic
subunits of ATP synthase and complex | in a single experiment / J. Carroll
[et al.] // Anal. Biochem. — 2009. — V. 395, N 2. — P. 249-255.

147. Membrane-associated proteins in eicosanoid and glutathione metabolism
(MAPEG). A widespread protein superfamily / P.J. Jakobsson [et al.] // Am.
J Respir. Crit. Care Med. — 2000. — V. 161. — P. 20-24.

148. Metabolic pathways in Anopheles stephensi mitochondria / C. Giulivi [et
al.] // Biochem J. — 2008. — V. 415, N 2. — P. 309-316.

149. Mice lacking mitochondrial uncoupling protein are cold-sensitive but not
obese / S. Enerbdck [et al.] // Nature. — 1997. — V. 387. — P. 90-94.,

150. Mice overexpressing human uncoupling protein-3 in skeletal muscle are
hyperphagic and lean / J.C. Clapham [et al.] // Nature. — 2000. — V. 406. — P.
415-418.

151. Missense mutations in the BCS1L gene as a cause of the Bjornstad
syndrome / J.T. Hinson [et al.] / N. Engl. J. Med. — 2007. — V. 356, N 8. —
P. 809-819.

152. Mitchell P. The protonmotive Q cycle: a general formulation / P. Mitchell
/l FEBS Lett. — 1975. - V.59, N 2. — P. 137-139.

153. Mitochondrial ATP synthase deficiency due to a mutation in the ATP5E
gene for the F1 epsilon subunit / J.A. Mayr [et al.] // Hum. Mol. Genet. —
2010. - V. 19, N 17. — P. 3430-3439.

154. Mitochondrial complex I: structure, function and pathology / R.J. Janssen
[et al.] // J. Inherit. Metab. Dis. — V. 29, N 9-10. — P. 499-515.

155. Mitochondrial complex Il can generate reactive oxygen species at high

134



rates in both the forward and reverse reactions / C.L. Quinlan [et al.] // J.
Biol. Chem. — 2012. — V. 287, N 32. — P. 27255-27264.

156. Mitochondrial function in flying honeybees (Apis mellifera): respiratory
chain enzymes and electron flow from complex Ill to oxygen / R.K. Suarez
[et al.] // The Journal of Experimental Biology. — 2000. — V. 203. — P. 905-
911.

157. Mitochondrial proton and electron leaks / M. Jastroch [et al.] // Essays
Biochem. — 2010. — V. 47. — P. 53-67.

158. Mitochondrial ROS production correlates with, but does not directly
regulate lifespan in Drosophila / A. Sanz [et al.] // Aging (Albany NY). —
2010. - V. 2, N 4. - P. 200-223.

159. Mitochondrial UCP5 is neuroprotective by preserving mitochondrial
membrane potential, ATP levels, and reducing oxidative stress in MPP+ and
dopamine toxicity / K.H. Kwok [et al.] // Free Radic. Biol. Med. — 2010. —
V.49, N 6. - P. 1023-1035.

160. Modulation of oxidative phosphorylation machinery signifies a prime
mode of anti-ageing mechanism of calorie restriction in male rat liver
mitochondria / D. Dani [et al.] // Biogerontology. — 2009. — V. 11, N 3. — P.
321-334.

161. Morandin L.A. Bumble bee (Hymenoptera: Apidae) activity and
pollination levels in commercial tomato greenhouses / L.A. Morandin [et
al.] / J. of Economic Entomology. — 2001. — V. 94, N 2. — P. 462-467.

162. Muller F.L. Complex Il releases superoxide to both sides of the inner
mitochondrial membrane / F.L. Muller, Y.H. Liu, H. Van Remmen // J.
Biol. Chem. — 2004. — V. 279, N 47. — P. 49064-49073.

163. Mutations in TTC19 cause mitochondrial complex Ill deficiency and
neurological impairment in humans and flies / D. Ghezzi [et al.] // Nat.
Genet. —2011. - V. 43, N 3. — P. 259-263.

164. Nichol H. Iron metabolism in insects / H. Nichol, J.H. Law, J.J.
Winzerling // Annu Rev Entomol. — 2002. — V. 47. — P. 535-559.

135



165. Nicholls D.G.A History of the first uncoupling protein, UCP1 / D.G.
Nicholls, E. Rial // J. Bioenerg. Biomembr. — 1999. — V. 31, N 5. — P. 399-
406.

166. Nobrega F.G. BCS1, a novel gene required for the expression of
functional Rieske iron—sulfur protein in Saccharomyces cerevisiae / F.G.
Nobrega, M.P. Nobrega, A. Tzagoloff // EMBO J. — 1992. — V. 11, N 11. —
P. 3821-3829.

167. Overlapping specificities of the mitochondrial cytochrome ¢ and c¢1 heme
lyases / D.G. Bernard [et al.] // J. Biol. Chem. — V. 278. — P. 49732-49742.
168. Oxidative stress pathologies and antioxidants:The importance of
glutathione in human disease / M. T. Danyelle [et al.] // Biomed &

Pharmacotherapy. — 2003. — V. 57. — P. 145-155.

169. Palmieri F. The mitochondrial transporter family (SLC25): physiological
and pathological implications / F. Palmieri // Pflugers Arch. — 2004. — V.
447, N 5. — P. 689-709.

170. Pathogenesis of primary defects in mitochondrial ATP synthesis / E.A.
Schon [et al.] // Semin. Cell Dev. Biol. — 2001. - V. 12. — P. 441-448.

171. Patterns of widespread decline in North American bumble bees / S. A.
Cameron [et al.] // Proc. Natl. Acad. Sci. —2001. - V. 108. — P. 662-667.

172. Pearson D.J. Enzyme activities in flight and leg muscle of the dung beetle
in relation to proline metabolism // D.J. Pearson, M.O. Imbuga, J.B. Hoek //
Insect Biochemistry. — 1979. — V. 9, N 5. — P. 461-466.

173. Primary structure of human plasma glutathione peroxidase deduced from
cDNA sequences / K. Takahashi [et al.] // J. Biochem. — 1990. — V. 108, N
2. —P. 145-148.

174. Production of reactive oxygen species by complex I (NADH:ubiquinone
oxidoreductase) from Escherichia coli and comparison to the enzyme from
mitochondria / D. Esterhazy [et al.] // Biochemistry. — 2008. — V. 47, N 12. —
P. 3964-3971.

175. Production of reactive oxygen species by mitochondria: central role of

136



complex 11 / Q. Chen [et al.] // J. Biol. Chem. — 2003. — V. 278. — N 38. —
P. 36027-36031.

176. Production of superoxide radicals and hydrogen peroxide by NADH-
ubiquinone reductase and ubiquinol-cytochrome c¢ reductase from beef-heart
mitochondria / E. Cadenas [et al.] // Arch. Biochem. Biophys. — 1977. — V.
180. — P. 248-257.

177. Proline dehydrogenase: a key enzyme in controlling cellular homeostasis /
C. Servet [et al.] // Front Biosci. (Landmark Ed). — 2012. — V.17. — P. 607-
620.

178. Proline metabolism and transport in plant development / S. Lehmann [et
al.] // Amino Acids. — 2010. — V. 39, N 4. — P. 949-962.

179. Properties of Ca(2+) transport in mitochondria of Drosophila
melanogaster / V.S. Stockum [et al.] // J. Biol. Chem. — 2011. — V. 286, N
48. - P. 41163-41170.

180. Proteome alterations in rat mitochondria caused by aging / N.A. Dencher
[etal.] // Ann. N'Y Acad. Sci. — 2007. — V. 1100. — V. 291-298.

181. Purification and characterization of human plasma glutathione
peroxidase: a selenoglycoprotein distinct from the known cellular enzyme /
K. Takahashi [et al.] // Arch. Biochem. Biophys. — 1987. — V. 256, N 2. — P.
677-686.

182. Purification, properties, and distribution of ascorbate peroxidase in
legume root nodules / A.D. Dalton [et al.] // Plant Physiol. — 1987. — V. 83,
N 4. —P. 789-794.

183. Rajinder S.D. Drought stress, Enzymes of glutathione metabolism,
oxidation injury, and protein synthesis in Tortula Ruralis / S.D. Rajinder //
Plant Physiol. —1991. — V. 95, N 2. — P. 648-651.

184. Rasheed Z. Hydroxyl radical damaged Immunoglobulin G in patients
with rheumatoid arthritis: biochemical and immunological studies / Z.
Rasheed // Clin Biochem. — 2008. — V.41, N 9. — P. 663-669.

185. Reactivity of phospholipid hydroperoxide glutathione peroxidase with

137



membrane and lipoprotein lipid hydroperoxides / M. Maiorino [et al.] // Free
Rad. Res. Comm. —1991. — V. 12. — P. 131-135.

186. Recent advances in apoptosis, mitochondria and drug resistance in cancer
cells / I.R. Indran [et al.] // Biochim. Biophys Acta. — 2011. — V. 1807, N 6.
—P. 735-745.

187. Rees D.M. The structure of the membrane extrinsic region of bovine ATP
synthase / D.M. Rees [et al.] // Proc. Natl. Acad Sci. — 2009. — V. 106, N 51.
—P. 21597-21601.

188. Regulation of pyruvate oxidation in blowfly flight muscle mitochondria:
requirement for ADP / B.A. Bulos [et al.] // Arch. Biochem. Biophys. —
1984. - V. 234. — P. 382-393.

189. Respiratory chain supercomplexes in plant mitochondria / H. Eubel [et
al.] // Plant. Physiol. Biochem. — 2004. — V. 42. — P. 937-942.

190. Richard J.G. Combined pesticide exposure severely affects individual-
and colony-level traits in bees / J.G. Richard, O. Ramos-Rodriguez, N.E.
Raine // Nature. — 2012. — V. 491. — P. 105-108.

191. Richards T.A. Cell evolution: gene transfer agents and the origin of
mitochondria / T.A. Richards, J.M. Archibald // Curr. Biol. — 2011. — V. 21,
N 3.-P.112-114.

192. Ricquier D. The uncoupling protein homologues: UCP1, UCP2, UCP3,
StUCP and AtUCP / D. Ricquier, F. Bouillaud // Biochem. J. — 2000. — V.
345. — P. 161-179.

193. Role of phospholipids in the lipophorin particles of Rhodnius prolixus /
K.C. Gondim [et al.] // Arch. Insect. Biochem. Physiol. — 1992. — V. 20. — P.
303-314.

194. Sacktor B. Biochemical adaptations for flight in the insect / B. Sacktor //
Biochem Soc. Symp. — 1976, N 41. — P. 111-131.

195. Sacktor B. Biological oxidation and energetics in insect mitochondria / B.
Sacktor // In The Physiology of Insecta (Ed. Rockstein M), Academic Press,
New York. —1974. - V. 4. — P. 271-353.

138



196. Sacktor B. Pathways of hydrogen transport of extra-mitochondrial
reduced dephosphopyridine nucleotide in flight muscles / B. Sacktor, A.
Dick. — J. Biol Chem. — V. 237. — P. 3259-3262.

197. Sacktor B. Regulation of metabolism in working muscle in vivo. I.
Concentrations of some glycolytic, tricarboxylic acid cycle, and amino acid
intermediates in insect flight muscle during flight / B. Sacktor, E. Wormser-
Shavit // Journal of Biological Chemistry. — 1966. — V. 241. — P. 624-631.

198. Sacktor B. Regulation of metabolism in working muscle in vivo. II.
Concentrations of adenine nucleotides, arginine phosphate and inorganic
phosphate in insect flight muscle during flight / B. Sacktor, E. C. Hurlbut //
J. Biol. Chem. — V. 241, N 3. — P. 632-634.

199. Sacktor B. The role of mitochondria in respiratory metabolism of flight
muscle / B. Sacktor // Annu. Rev. Entomol. — 1961. — V. 6. — P. 103-130.
200. Safranine as a fluorescent probe for the evaluation of mitochondrial
membrane potential in isolated organelles and permeabilized cells / T.R.
Figueira [et al.] // Arch. Biochem. Biophys. — 2010. — V. 201. — P. 255-265.

201. Sanz A. Production of reactive oxygen species by the mitochondrial
electron transport chain in Drosophila melanogaster / A. Sanz, R. Stefanatos,
G. Mcllroy // J Bioenerg Biomembr. — 2010. — V. 42, N 2. — P. 135-142.

202. Schagger H. Blue native electrophoresis for isolation of membrane
protein complexes in enzymatically active form / Schagger H., G. Von
Jagow // Anal. Biochem. —1991. — V. 199, N 2. — P. 223-231.

203. Schagger H. Supercomplexes in the respiratory chains of yeast and
mammalian mitochondria / H. Schagger, K. Pfeiffer // EMBO J. — 2000. —
V.19, N8.—P.1777-1783.

204. O. Schmidt Mitochondrial protein import: from proteomics to functional
mechanisms / O. Schmidt, N. Pfanner, C. Meisinger // Nat. Rev. Mol. Cell
Biol. —2010. - V. 11, N 9. — P. 655-667.

205. Schrader M. Mammalian peroxisomes and reactive oxygen species / M.
Schrader, H.D. Fahimi // Histochem. Cell Biol. — 2004. — V. 122, Ne 4. — P.

139



383-393.

206. Simon J.Yu. The toxicology and biochemistry of insecticides / CRC
Press. — 2008. — 283 p.

207. Smith D.S. The structure of flight muscle sarcosomes in the blowfly
calliphora erythrocephala (Diptera) / D.S. Smith // J. Cell Biol. — 1963. — V.
19, N 1. - P. 115-138.

208. Specificity and locale of the L-3-glycerophosphate-flavoprotein
oxidoreductase of mitochondria isolated from the flight muscle of
Sarcophaga barbata thoms / J.F. Donnellan [et al.] // Biochem. J. — 1970. —
V. 120. - P. 467-478.

209. Staples J.F. Futile cycle enzymes in the flight muscles of North American
bumblebees / Staples J.F., E.L. Koen, T.M. Laverty // The J. of Exp. Biol. —
2004. - V. 207. — P. 749-754.

210. Starkov A.A. Measurement of mitochondrial ROS production / A.A.
Starkov // Methods Mol. Biol. — 2010. — V. 648. — P. 245-255.

211. Starkov A.A. Regulation of brain mitochondrial H202 production by
membrane potential and NAD(P)H redox state / A.A. Starkov, G. Fiskum //
J. Neurochem. — 2003. - V. 86, N 5. — P. 1101-1107.

212. Structural and mechanistic insights into MICULl regulation of
mitochondrial calcium uptake / L. Wang [et al.] // EMBO J. — 2014. — V. 33,
N 6. — P. 594-604.

213. Studies on chromated erythrocytes: Effect of Sodium Chromate on
Erythrocyte Glutathione Reductase / A.K. George [et al.] // J. Clin. Invest. —
1964. - V. 43, N 2. — P. 323-331.

214. Suarez R.K. Energy metabolism during insect flight: biochemical design
and physiological performance / R.K. Suarez // Physiological and
Biochemical Zoology. — 2000. — V. 73. — P. 765-771.

215. Suarez R.K. Mitochondrial respiration in locust flight muscles / R.K.
Suarez, C.D. Moyes // J. of Exp. Zoology. — 1992. — V. 263. — P. 351-355.

216. Substrate redox potential controls superoxide production Kinetics in the

140



cytochrome bc 1 complex / J.L. Cape [et al.] // Biochemistry. — 2009. — V.
48, N 45. — P. 10716-10723.

217. Sunde R.A. Molecular biology of selenoproteins / R.A. Sunde // Ann.
Rev. Nutr. — 1990. — V. 10. — P. 451-474.

218. Superoxide and hydrogen peroxide production by Drosophila
mitochondria / S. Miwa [et al.] // Free Radic. Biol. Med. — 2003. — V. 35, N
8. —P. 938-948.

219. Supramolecular organization of the respiratory chain in Neurospora
crassa mitochondria / I. Marques [et al.] // Eukaryot. Cell. — 2007. - V. 6, N
12. — P. 2391-2405.

220. Tatuch Y. The mitochondrial DNA mutation at 8993 associated with
NARP slows the rate of ATP synthesis in isolated lymphoblast mitochondria
/ Y. Tatuch, B.H. Robinson // Biochem. Biophys. Res. Commun. — 1993. —
V.192,N 1. - P. 124-128/

221. Tetsuo Y. Effects of pesticides on isolated rat hepatocytes, mitochondria,
and microsomes / Y. Tetsuo, M. Shigeru // Arch. Environ. Contam. Toxicol.
—1993. - V. -25. - P. 271-278.

222. The activities of fructose diphosphatase in flight muscles from the
bumble-bee and the role of this enzyme in heat generation / E.A.
Newsholme [et al.] // Biochem. J. — 1971. — Vol. 128, N 1. — P. 89-97.

223. The F1F0-ATPase complex from bovine heart mitochondria: the molar
ratio of the subunits in the stalk region linking the F1 and FO domains / I.R.
Collinson et al. // Biochemistry. — 1996. — V. 35, N 38. — P. 12640-12646.

224. The genome sequence of Rickettsia prowazekii and the origin of
mitochondria / S.G. Andersson [et al.] // Nature. — 1998. — V. 396. — P. 133-
140.

225. The mitochondrial production of reactive oxygen species in relation to
aging and pathology / M.L. Genova [et al.] // Ann N Y Acad Sci. — 2004. —
V. 1011. — P. 86-100.

226. The role of oxidized cytochrome c in regulating mitochondrial reactive

141



oxygen species production and its perturbation in ischaemia / P. Pasdois [et
al.] // Biochem. J. — 2011. — V. 436. — P. 493-505.

227. The site of production of superoxide radical in mitochondrial Complex |
IS not a bound ubisemiquinone but presumably iron-sulfur cluster N2 / M.L.
Genova [et al.] // FEBS Lett. — 2001. — V. 505, N 3. — P. 364-368.

228. Tissue-, substrate-, and site-specific characteristics of mitochondrial
reactive oxygen species generation / E.B. Tahara [et al.] // Free Radic. Biol.
Med. — 2009. — V. 46. — P. 1283-1297.

229. Topology of superoxide production from different sites in the
mitochondrial electron transport chain / J. St Pierre [et al.] // J. Biol. Chem.
—2002. - V. 277, N 47. — P. 44784-44790.

230. Transgenic mice overexpressing glutathione peroxidase are resistant to
myocardial ischaemia reperfusion injury / Yoshida T. [et al.] / J. Mol. Cell
Cardiol. — 1996. — V. 28. — P. 1759-1767.

231. Treberg J.R. Evidence for two sites of superoxide production by
mitochondrial NADH-ubiquinone oxidoreductase (complex I) / J.R. Treberg,
C.L. Quinlan, M.D. Brand // J. Biol. Chem. — 2011. -V. 286, N 31. — P.
27103-27110.

232. Turrens J.F. Generation of superoxide anion by the NADH
dehydrogenase of bovine heart mitochondria / J.F. Turrens, A. Boveris //
Biochem. J. —1980. — V. 191, N 2. — P. 421-427.

233. UCP2 is a mitochondrial transporter with an unusual very short half-life /
S. Rousset [et al.] // FEBS Lett. — V. 581, N 3. — P. 479-482.

234. UCP4, a novel brain-specific mitochondrial protein that reduces
membrane potential in mammalian cells / W. Mao [et al.] // FEBS Lett. —
1999. — V. 443, N 3. — P. 326-330.

235. Uncoupling protein 3: a new member of the mitochondrial carrier family
with tissue speci fi ¢ expression / O. Boss [et al.] // FEBS Lett. — 1997. — V.
408. — P. 39-42.

236. Uncoupling protein-2: a novel gene linked to obesity and

142



hyperinsulinemia / Fleury C. [et al.] // Nat. Genet. — 1997. —V. 15, N 3. — P.
269-272.

237. Unraveling the biological roles of reactive oxygen species / M.P. Murphy
[et al.] // Cell Metab. —2011. — V. 13, N 4. — P. 361-366.

238. Velthuis H.W.A century of advances in bumblebee domestication and the
economic and environmental aspects of its commercialization for pollination
/ H. W. Velthuis, A.V. Doorn // Apidologie. — 2006. — V. 37. — P. 421-451.

239. Vernberg F.J. Thermal influence on invertebrate respiration / F.J. Vernberg,
W.B. Vernberg // Chesapeake Science. — 1969. — V. 10. — P. 234-240.

240. Vogel R.O. Human mitochondrial complex | assembly: a dynamic and
versatile process / R.O. Vogel, J.A. Smeitink, L.G. Nijtmans // Biochim.
Biophys. Acta. — 2007. — V. 1767, N 10. — P. 1215-1227.

241. Votyakova T.V. Ay-Dependent and -independent production of reactive
oxygen species by rat brain mitochondria / T.V. Votyakova, 1.J. Reynolds //
J. Neurochem. — 2001. — V. 79. — P. 266-277.

242. Walker P. R. A comparison of the properties of the phosphofructokinases
of the fat body and flight muscle of the adult male desert locust / P. R.
Walker, E. Bailey // Biochem J. — 1969. — V. 111. — P. 365-3609.

243. Weeda E. Oxidation of proline and pyruvate by flight muscle
mitochondria of the Colorado beetle, Leptinotarsa decemlineata Say / E.
Weeda, C.A.D.De Kort, A.M.T. Beenakkers // Insect Biochemistry. — 1980.
—V. 10, N 3. — P. 305-311.

244. Weis-Fogh T. Fat combustion and metabolic rate of flying locusts
(Schistocerca gregaria) / T. Weis-Fogh // Philosophical Transactions of the
Royal Society B: Biological Sciences. — 1952. — V. 237. — P. 1-36.

245. Whittington R. Comparison and examination of Bombus occidentalis and
Bombus impatiens (Hymenoptera: Apidae) in tomato greenhouses / R.
Whittington, M.L. Winston // J. of Economic Entomology. — 2004. — V. 97,
N 4. — P. 1384-1389.

246. Winterbourn C.C. Thiol chemistry and speci fi city in redox signaling /

143



C.C. Winterbourn, M.B. Hampton // Free Radic. Biol. Med. — 2008. — V. 45,
N 5. — P. 549-561.

247. Yan Lian-Jun Mitochondrial adenine nucleotide translocase is modified
oxidatively during aging / Yan Lian-Jun, R.S. Sohal // Biochemistry. — 1998.
—Vol. 95, N 22. — P. 12896-12901.

248. Yan Lian-Jun Oxidative damage during aging targets mitochondrial
aconitase / Yan Lian-Jun, R.L. Levine, R.S. Sohal // Biochemistry. — 1997. —
Vol. 94, N 21. — P. 11168-11172.

249. Zahavi M. Activity of mitochondrial NAD-linked isocitric dehydrogenase
in alatiform and apteriform larvae of Myzus persicae / M. Zahavi, A.S
Tahori // Journal Insect Physiol. — V. 18, N 3. — P. 609-614.

250. Zara V. Identification and characterization of cytochrome bc(1)
subcomplexes in mitochondria from yeast with single and double deletions
of genes encoding cytochrome bc(1) subunits / V. Zara, L. Conte, B. L.
Trumpower // FEBS J. — 2007. - V. 274, N 17. — P. 4526-4539.

251. Zindorf G. Calcium dysregulation and homeostasis of neural calcium in
the molecular mechanisms of neurodegenerative diseases provide multiple
targets for neuroprotection / G. Zundorf, G. Reiser // Antioxid. Redox
Signal. —2011. - V. 14, N 7. — P. 1275-1288.

144



	OLE_LINK1
	OLE_LINK2
	OLE_LINK3
	OLE_LINK4
	OLE_LINK5
	OLE_LINK6
	OLE_LINK7
	OLE_LINK13
	OLE_LINK14
	OLE_LINK11
	OLE_LINK12
	OLE_LINK15
	OLE_LINK16
	OLE_LINK8
	OLE_LINK17
	OLE_LINK18
	OLE_LINK19
	OLE_LINK20
	OLE_LINK21
	OLE_LINK22
	OLE_LINK23
	OLE_LINK24
	OLE_LINK25
	OLE_LINK26
	OLE_LINK27
	OLE_LINK28
	OLE_LINK29
	OLE_LINK30
	OLE_LINK31
	OLE_LINK32
	OLE_LINK33
	OLE_LINK34
	OLE_LINK35
	OLE_LINK36
	OLE_LINK64
	OLE_LINK65
	OLE_LINK62
	OLE_LINK63
	OLE_LINK60
	OLE_LINK61
	OLE_LINK37
	OLE_LINK38
	OLE_LINK39
	OLE_LINK40
	OLE_LINK41
	OLE_LINK42
	OLE_LINK58
	OLE_LINK59
	OLE_LINK43
	OLE_LINK44
	OLE_LINK56
	OLE_LINK57
	OLE_LINK45
	OLE_LINK46
	OLE_LINK47
	OLE_LINK48
	OLE_LINK49
	OLE_LINK50
	OLE_LINK54
	OLE_LINK55
	OLE_LINK52
	OLE_LINK53
	OLE_LINK51
	OLE_LINK9
	OLE_LINK10

