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PasHBIX TEHOTHUIIOB, YTO CBUJCTEIBCTBYET O HATHUNH 3(P(PEKTUBHBIX MEXaHU3MOB U3MEHUMBOCTH MBT
U aianTauy K MEHSIOMMUMCS YCIIOBUSM. TakuM 00pa3oM, eciii MUKPOOPTaHU3Mbl, BOBJICUCHHBIE B JIa-
TepaJIbHbI NEPEeHOC IeHOB, COCOOHBI IPUOOPETAaTh HYKHBIC B JAHHOH cpele reHbl OT APYTUX CHUM-
6uonToB, To MBT, s1niIeHHbIE TOPU30HTAIBHOTO T€HETHYECKOI0 0OMEeHa, TOJKHBI UMETh MEXaHU3MBI
¢ IpoMyTareHHBIM 3¢ dekToM. CremoBarenbHo, GOPMUPOBAHNE MyTAIHMH — 3TO OJHA U3 BaXKHBIX CTpa-
teruii BeokuBaHusg MBT. Kpome myranmii, y MBT aganTanuio kK MUKPOOKPYKEHHIO MOT'YT O0ecTIeun-
BaTh peapaH’KUPOBKA IOJOKEHHS TI'€HOB, 00pa3oBaHHWE TaHAEMHBIX MOBTOPOB, MHCEPLIHS KOMUN
IS-anemenToB. M3yyenne MexaHU3MOB, MPUBOISIINX K HAKOTIJICHUIO MYTAlIMM, SIBISETCS BaKHBIM Ha-
MpaBJIEHUEM UCCIIEAOBAHUN.

Kondopmannonnsiit ananusz JJTHK B Mectax MyTaluil B reHax, aCCOLMUPOBAHHBIX C YCTOHMYMBO-
ctbio K [ITJIC (puc. 1), mokaspIBaeT, 4TO MyTalli BOZHUKAIOT IPEUMYIIECTBEHHO B MecTaxX (pOPMHUPO-
BaHUs BTOpUYHBIX cTpykTyp AHK (mumsiek), 4To MOXeT IpUBECTH K HepepaciupeleeHUI0 SHEPI U
B3aMMOJICHCTBUH, 3aps 0B U, KaK CIE€ACTBUE, K OLIMOKAaM PEIUIMKAIMY U BOSHUKHOBECHHUIO MY TalUil.
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Mytanus B katG rene p.S315T MyTanus B rrs reHe ¢ 3amenoit p.A1401G
MIPUBOJNT K YCTOHYMBOCTH MPUBOUT K PE3UCTEHTHOCTH
K n3onmnasuny — tggTGGeeg K amuHOrnuko3uaam — gtcACGtca

Puc. 1. Koudopmarus reHoB B JOKycax, TJe MPOUCXOIAT MyTaIllH, aCCOIMUPOBaHHBIE ¢ ycToiunBocThio K [TTJIC: B renax
katG (x u3oHnasuny), rrs (K aMMHOTIIUKO3UAaM), ddn (k nenamanuny), rplC (x nuHe3onuny) (aHanu3 KoHGOPMALUH C TIOMO-
pto BeO-cepprca mfold)

Fig. 1. Conformation of the gene regions where there occur mutations associated with resistance to anti-TB drugs: genes katG
(to isoniazid), rrs (to aminoglycosides), ddn (delamanid), 7p/C (linezolid) (web-based conformation analysis by mfold service)

[IpoBenenHbpIit HaMu aHaTU3 KOHGOpPMAIMOHHEBIX cTPpyKTYp MBT cBUaeTenbCcTByeT, 4TO B UX Qop-
MHPOBaHUHU BaXXHYIO POJIb UTPAIOT cienytomue rpynmsl HykiaeoTunoB: GCCG, CGGC, GCGC, GGG,
GGGG, CTGC. Panee omucanubie nocienoBatenbHocTd —CGGCGGCAA u —GCCGGTGTTG [11],

npucyTcrBytoure Toiabko B reHax PE, PPE, Takxe necyTt B cBoem coctaBe CGGC u yuacTBYIOT B 00-
pa3oBaHuH HINUIEK (puc. 2).
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Puc. 2. Kondopmamus JJHK PE PGRS53 B mecte nokanuzanun noBropoB CGGCGGCAA, BCTpeyaromuxcst TOIBKO
BreHax PE u PE PGRS (ananu3s xondopmanuu ¢ nomorbsio Be6-cepsuca mfold)

Fig. 2. Gene PE_PGRS53: DNA conformation of loci with CGGCGGCAA repeats found only in the PE and PE_PGRS genes
(conformation analysis by the mfold web service)

OnHUM 13 BaXKHBIX (EPMEHTOB, YYaCTBYIOIINX B peruinkanuu, sisisiercst JJHK-rupasza. ¥V 6onbiina-
CTBa COBpEeMEHHBIX mTaMMOB MBT mpucyTcTByeT MyTarus B 95-M KomoHe TeHa gyrd, KOTupyIomemM
cyorenuanity A JIHK-rupassr, B ommmame ot pedepentHoro mramma MBT H37Rv. ¥ MBT 11502
B gyrA reHe KpoMe MyTaIruu B 95-M KOJIOHE BBISBICHBI MyTalluu B KojoHe 61 — gag6lcag (p.Gly21Gln),
ggc2003gac (p.Gly668Asn). I'en gyrd MBT 4860 umen myrtanuu gagblcag (p.E21Q), agc284acc (p.S95T),
ggc739age (p.G247S), MBT 5005 — gagblcag (p.E21Q), age284acc (p.S95T). Myranuu B gyrA reue, xa-
pakTepHbIe s coBpeMeHHbIX JTUHUH MBT, MOTYT BIHMSATH Ha aKTHBHOCTH T'MPa3bI-TOMIOM30MEPa3Hbl,
KOTOpasi MpeaoTBpallacT HexenarenbHoe nepexkpyunBanue JJHK nepen Bunkoit permivkamnuu u TpaHc-
KPUIIIIHH, a TAaK)Xe OTBEUAET 3a pas3BsizbiBaHuEe ckonupoBaHHbIX HUTeH J|HK 3a BuikOW perukammi,
YTO B CBOIO OUEPEdb MOXKET crocoOcTBoBaTh GopmupoBanuto mmuiek JHK n uanynupoBats myTa-
uun [30, 31]. Beiasnennsie y MBT 11502 myTanuu j1okaau3yioTcs B KaTAIUTHYECKOM SIAPE THUPa3bl,
K KOTOPOMY OTHOCATCSI ocTaTku 426—675 rena gyrB u octatku 2-500 rena gyrd [31]. Ctpykrypa ak-
THBHOTO IIEHTpa TUpa3bl TakoBa, uto JJHK, Haxomscs B rupasze-Tomon3oMepase, pacrioaractces B 00-
JIACTH, COAEPIKAIIEH MHOTO TOJIOKUTEIBHO 3aPSIKEHHBIX W KOHCEPBATHUBHBIX AMUHOKHUCIIOT, U OTHOCH-
TEJILHO BBIMIPSAMJICHA; U3MEHEHUE aMUHOKHUCIIOTHI B KOJloHaX 21 u 95 gyrA MoxeT BIUATHL Ha aKTHB-
HocTh JIHK-rupassr u va monoxxenne JJHK B ¢pepmenTe, Hapymias TOYHOCTD JabHEHWINEH perTHKaum
[32]. B xone uccnenoBanmii ycranoBieHo, 9to y MbBT 4860 Ob110 MeHbIIIE MyTalliid B TEHOME, BKITIOYAs
rensl 3R-cuctemsl, B cpaBHernu ¢ MBT 11502 u 5005, uTo MOXeT OBITH OOYCIIOBJIEHO B TOM YHCIIE H3-
MEHEHHUSIMU B (DYHKIIMOHAJIBHOM aKTUBHOCTH gyrA, CBSI3aHHBIMH C MYTAlUSMU, TPOPUIH KOTOPBIX
y IITAMMOB OTJIMYAJICS: JIBE MyTallUd y HUX COBIAJAJH, TPEThsl MyTalus otaudanace y MBT 11502
u MBT 4860.

VYeranosnennoe Hamu Beicokoe conepikanue GCCG, CGGC, GCGC, GGG, GGGG, CTGC B Heko-
topbix reHax PE_PGRS moxeT ObITh MPUUMHON BBICOKOH WX M3MEHYMBOCTH. [IOBBIIIEHHOE CofepiKa-
nue nykieorusnos GCCG, CGGC, GCGC, GGG, GGGG, CTGC cpsi3aHO TakKe C HAKOIIJICHUEM B OeJI-
Kax aMHUHOKHCIIOT, KOMUPYEMbIX KojloHamu, 6oratbivMu G + C, — mpoliuHa, MIIMIUHA, allaHWHA, apTHHAHA.
HccnemoBanne aMUHOKHCIOTHOTO coctaBa mpoteoma MBT, mpoemennoe S. T. Cole ¢ coaBt., mom-
TBEP)KJIAaeT (CTATUCTHYCCKU 3HAYMMO) IMPUCYTCTBHE TIOBBIINICHHOTO COMCP)KaHUS aMUHOKHCIOT Ala,
Gly, Pro, Arg u Trp, kotopsie konupytorcs G + C 6orarsIMu KOIOHAMH, U TIOKa3bIBAET CPABHUTEIBHOE
COKpAIlleHUE WCIOIh30BaHUS aMUHOKHUCIOT, KomupyeMbIx A + T OoraTeIMH KOJOHAMHU, TAKUMHU Kak
Asn, Ile, Lys, Phe u Tyr [11]. Boicokoe conepxkanne amuHokuciot Gly, Pro, Ala moxeT umeTs 3Haue-
HHUE J1JIs1 BBDKMBAHUS MUKPOOPTraHU3MOB, TaK KaK MOCIEI0BATEIbHOCTh AaMUHOKHUCIIOT, & CIeI0BaTEb-
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HO, U CTPYKTYypa 0elKOB MOAM(DULUPYIOTCS, YTOOBI COOTBETCTBOBATH OCOOCHHOCTSIM ACHCTBHS OIpe-
JENICHHBIX CTPECCOBBIX (PaKTOPOB OKpyskaromel cpeapl. OMHUM U3 CaMbIX IPEBHHUX IBOIIOLHOHHBIX
(hakTOpOB Ha IMJIAHETE MOIJIO OBITH OCMOTHYECKOE JIaBJICHUE, KOTOPOE MPEAONPEACISIO IBONIONHIO Ha
paHHUX 3Tanax GOpPMHUPOBAaHUS OHOC(EpPBl U MPOIOKACT UTPATh BAXKHYIO POJIb, OCOOCHHO ISl TEX
MHUKPOOPTaHU3MOB, KOTOpPBIE OOMTAIOT BO BHEIIHEH, a HE B M300CMOTHYECKOH CpeJie KHUBBIX OPraHU3MOB.
Jns mpeomoneHuss 1ecTaOMIN3HPYIONIETO BO3IACHCTBHS OCMOTHYECKOTO CTpecca MUKPOOPTaHU3MBI
HaKaIuIMBAIOT NMPEUMYIIECTBEHHO OpraHNYeCKHe PacTBOPUMBIE BEIIECTBA — OCMOJHUTHI [32]: aMUHO-
KHUCIIOTHI (POJIWH, TJINIHH, aJlANHUH), TIOJTHOIBI, caXapa U POU3BOAHBIC, METHIIAMUHBI U METUJIICYITh-
(honmil. benkyu B yCIIOBUSAX BBICOKOW KOHIIEHTPAIIMH MOHOB B OKPYXKAIOMIEH Ccpesie JOKHBI COIePIKaTh
AMHUHOKHUCIIOTHI-OCMOJIUTHI, & TAK)K€ MHOKECTBEHHBIE BCTABKH aMHHOKHCIIOT (TTEMITH/I-BCTaBKH), KOTO-
pBIE MOT'YT YBEITUYHUTH THOKOCTH OeKOB [33]. YcTaHOBIIEHO pa3iinyrie B KOJIWYECTBE MPOIMHA B aib(a-
amuIIase ncuxpomioB U Me30puioB/Tepmoduios. llcuxpodunpHas anbda-amuaaza COOEPKUT TOIb-
Ko 13 ocTaTKOB MpoJIMHA, B TO BpeMs Kak Me30(UIIbHbIC U TEPMOQHIbHBIE TOMOJIOTH UMET 19 u 25
COOTBETCTBEHHO. [IpoNuH OorpaHnYMBaeT BpalieHUue OSIKOBOI'O OCTOBA 3a CUET B3aUMOACHCTBHS a30T-
MUPPOTUINHOBOTIO Koblia. CHUYKAsl ypOBEHb MTPOIMHA, ICUXPO(UIBI MOBHIIAIOT THOKOCTH Oernka [34].
Takum 00pa3oMm, HaKOIUIGHWE MPOJIMHA, INIMLKHA, aJJaHWHA TO3BOJSIET COXPAHSTh CBOMCTBA OEIKOB
B YCJIOBUSIX OCMOTHYECKOTO CTPEcca, YTO OCOOCHHO Ba)KHO JJISI IOBEPXHOCTHBIX OEJIKOB, K KOTOPBIM
otHocsitcss PE_PGRS 6enku.

B xone ¢opmupoBanus Onopa3HooOpa3us MiIaHEThl TEHOM C BBICOKUM conepkanneM G + C mor
MMETh BAKHOE 3HAYEHHE: OH MOT 00ECTIeYNBaTh MYTAI[MOHHYIO H3MEHYHUBOCTH U JUBEPTEHIINIO 32 CUET
npucytctus cpenu HykieotuaoB GCCG, CGGC, GCGC, GGG, GGGG, CTGC, MeHAOmMUX TOIIO-
rpaduro IHK. 3a cuer mpucyrtctBus 6oratsix G + C KOIOHOB, 00YCIOBINBAIONINX BHICOKOE COCPIKAHUE
AMUHOKHUCIIOT-OCMOIIUTOB (MIPOJIMHA, TIIUIIMHA, aJlaHWHA), 0COOCHHO B TIOBEPXHOCTHBIX OEJIKaX, T€HOM
MOT TIOBBINIATh YCTOHNYHUBOCTH K OCMOTHYECKOMY CTPECCY — OJTHOMY M3 HauOoJiee JTPEBHUX CEIIEKTHB-
HbIX (pakTopoB. Takum oOpazom, Hannune OenkoB PE_PGRS cBuaeTenscTBYeT 0 3HaYMMON POJIH BBI-
cokoro conepxanust G + C, BropuuHbIX KoHQopManroHHbIX cTpykTyp AHK, nponuna, rmunuHa, ana-
HHHa B aJ]aliTalliy K MEHAIOLMMCS YCIOBUSAM cpenibl. MyTanuu B rene gyrd u reHax 3R-cucteMsl, BbI-
siBIIeHHBbIE y cekBeHUpoBaHHBIX MBT renoruna Beijing 1 LAM, MOryT mpuBOIUTH K CHH)KCHHIO
TOYHOCTHU pabOThl CHCTEMBI PETUIMKAIIUU U Periapallii ¥ HAKOIIJICHUIO My Tallfii, YTO YCHIINBAET a/iall-
tauuio MBT k MeHsttorumcest yciaoBusMm. CABUT MyTalldii B CTOpOHY HakoruieHuss A + T B Oenkax
3R-cucTeMpl, B OTIIMYKE OT CYMMAapHOTO CABUTa MyTaruii B cTopory G + C B reHOMe, CBHIETEIbCTBYET
0 pa3HOHAITPABIIEHHOCTH SBOJIOIIMOHHBIX M3MEHEHUH (IIUTOIIIa3MaTHYECKIX, TIOBEPXHOCTHBIX 1 3R-cucTe-
MBI) pa3IUYHBIX CTPYKTYP.

duoreHeTHYECKNEe MCCIIENOBaHUS Psiia aBTOPOB TO3BOJIWIN CPOPMYITUPOBATH THIIOTE3Y HBOIIO-
uun MBT [35, 36]. MukobakTepun TyOepkyie3Horo komruiekca (M. tuberculosis, M. bovis, M. microti,
M. africanum, M. pinnipedii u M. caprae) nMeroT pa3nnyus B GEHOTUIUYCCKUX IPU3HAKAX U OTINYA-
I0TCSl CIIEKTPOM XO3sIEB cpeAu MileKonuTaromux. OHU XapaKTepU3yIOTCsl BBICOKOW M€HETHYECKOM ro-
MOT€HHOCTBIO: Ha JOJI0 CAUTOB CHHOHUMUYHBIX TOYeUHbIX MyTauuil npuxogutcsa 0,01-0,03 %, B re-
HOME TIPUCYTCTBYIOT HE3HAUMTEIbHbIC MPU3HAKN TC€HETHYECKOr0 0OMEHa, YTO MO3BOJISIET MPEIIONO0-
KUTh, YTO HBIHE UPKYIUPYIOIINE MUKOOAKTEPHH TYOCPKYJIE3HOI'0 KOMIUIEKCA MOSBUINCH U3 OHOTO
npenmectBeHHuKa 20 000-35 000 net Ha3zan. M. canettii u qpyrue MUKOOAKTEPHH C TJIAIKUMH KOJIO-
HUSIMH MOTYT UMETh HarOOJIbIIIee CXOACTBO C JJUHUEH — MpenecTBEHHUIIEH MUKOOAKTepUid, U3 KOTO-
poit mpon3omIIN COBpeMeHHbBIe MUKoOakTepun [35, 36]. Kak MexaHW3M ajganTanuy TOPU30HTAIBHBIN
IepeHoC TEeHOB ObLT BO3MOXKEH Y MpenecTBeHHIKOB MBT, nMeBImux rirankue KojJoHuH. Torma TeHoM
MBT noneprajicsi nepecTpoiKe 3a CUET FOPU30HTAIBHOIO IEPEHOCA T'€HOB. B CTpyKType IreHOB «J10-
MarrHero xo3sicTBa» MBT ecTh BKkparieHus, MO3alIHO pa30pocaHHbIe MO0 TeéHaM, KOTOPbIe HICHTHY-
HBI WUIH OY€Hb OJIM3KH IO CTPYKTYpe K MHKOOAKTEepHsM, o0Opa3yIoluM Tiajakue Komonuu. [lostomy
Hacrosiuii TeHoM MBT — 310 pe3ynbraTr peapaHXKUPOBKH T€HETHUECKUX MTOCIIEIOBATEIIBHOCTEH — Oa-
3UCHBIX M TPUOOPETAEMBIX BCJICACTBUE TOPU30OHTAIBLHOTO MEPEHOCA TEHOB, KOTOPBIA OB BO3MOMKEH
erie 10 GopMUpPOBaHUs peIecTBeHHUKA M. prototuberculosis. TeHbl TeHOMHBIX OCTPOBKOB Rv3108-
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Rv3126¢ u Rv3173¢c-Rv3191c, rernt Rv3117, Rv3118 u Rv3119 MoryT ObITh mpHOOpETEHBI OT Actino-
bacteria, Bkrodaromux poa Mycobacterium u nopsnok Bifidobacteriales; ot Proteobacteria, Bkiro4a-
rorrux nopsiku Burkholderiales, Pseudomonadales, Rhizobiales u Sphingomonadales, u ot 6aktepuo-
¢aros [37].

B namreli pabore mokazaHo, 4TO Ha JaHHOM dTare oo MBT MyTtanuu siBIsIOTCS Ba)KHON
CTpaTervei aJanTainy 3TOTO MaToreHa K MEHSIOMUMCS YCIOBUSAM. BO3HUKHOBEHNE MYTaIHil CBSI3aHO
¢ nepBuaHOU cTpyKTypoit JJHK: BeicokuM conepkarnem G + C n mpucyrcTrueM HykieotnnoB GCCG,
CGGC, GCGC, GGG, GGGG, CTGC, xotopsle MPUBOAAT K (DOPMUPOBAHUIO BTOPHIHBIX CTPYKTYP
JHK u menstor Tonorpaduro JJHK. CiorTanHbIe MyTaniuu CBA3aHBI C H3MEHEHUEM DHEPTeTHUECKIX
B3aMMOOTHOIIEHUN MEXAY HYKJICOTHAaMHU B Xoje (popmupoBaHust BTopudHbIX cTpykTtyp HAHK, 00-
pasytomuxed ¢ yuactuemM GCCG, CGGC, GCGC, GGG, GGGG, CTGC. Bo BTOpUYHBIX CTPYKTypax
MPOUCXOIUT TMEepepacupeeieHne YHEPrul U 3apsioB, YTO MOXKET COIPOBOXKJIATHCS OIIMOKaMU pe-
MJIMKALMK U TOSIBJICHUEM MyTaluuid. BoO3HHKHOBEHHE COOBITUS MYTallMy 3aBUCUT OT psifa AONOIHU-
TETBHBIX (PAKTOPOB, KOTOPBHIE MOTYT HEHTpAIU30BaTh BO3HHMKAIOUINE DHEPreTHUYCCKHE U3MEHEHHS,
a Tak)ke HapyllaThb TOYHOCTH Ipollecca peruIuKaluu, penapanuu (MyTauuu B gyrd reHe, B reHax
3R-cuctemsr).

3akaouenne. B renome MBT 11502, orHocsmuxcst k reHoTuny Beijing, knactepy 100-32, BbIsiB-
nensl mytanuu B 44,4 + 6,8 % renoB (B 24 u3 54), otHocsmuxcsa K 3R-cucteme, B TO BpeMs Kak
y MBT 4860, otHOCAIUXCS K TeHOTUITYy LAM, MeHBIIee KOITUIECTBO T€HOB U3 cucTeMbl 3R ObLIO
MoJIBepKeHO MyTarusam: 29,6 + 6,2 % (16 reroB u3 54). B rerax 3R-cucteMbl BBISBICH HE3HAUUTEIb-
Hblid casur IIEH B cTopoHy 3aMeHBl Ha aJlcHUH U TUMHUH, B TO BpeMs Kak ajsi Bcero renoma MBT
11502 (B cpaBuenuu ¢ MBT H37Rv) Osuto xapaktepHo HakoruieHne G + C. IlosiBneHune myTanuii
B reHax 3R-crucTeMbl MOXKET COMPOBOXKAATHCS CyOONTUMAIBHON aKTUBHOCTHIO OSITKOB U TTOHMKCHU-
€M TOYHOCTH B UCIPABJICHUU OLIMOOK PEIIMKAIMH, YTO BEAET K YBEIMUYCHHUIO YACTOTHI U CIIEKTPa
CHIOHTAHHBIX MYTalU{ W TOSIBJICHHUIO HOBBIX aJalTallMOHHBIX BapHaHTOB, 00Jafarominx OoJblIei
JKU3HECTIOCOOHOCTBIO.

OxapaxrepuzoBanuble MyTanuonubie otauunst MBT 11502, otHocsmierocs k reHoTHny Beijing,
noaruny B0O/W148, knacrepy 100-32, u MBT 4860, otHocsmerocs k rerotuny LAM, MoryT ObITh HC-
TIOJIb30BAHBI JIJIs pa3pabOTKU HETPYAOEMKHX METOAOB JETEKIIMU T€HOTHIIOB JUJIs JMHAEMHUOJIOTHYe-
ckoro tunuposanus MBT.

Anann3 reroB PE_PGRS B rerome MBT 11502, 4860 u 5005 moxa3ai, 9To uX BapuaOEITLHOCTD
BapbUpoOBallach y pa3HbIX MpeAcTaBUTENeH 3TOoro cemeicrBa reHoB. AHanu3 renoma MBT 11502,
H37Rv, 4860, 5005 cBumetenbcTBYeT O BBICOKOM conepkaHuu TteTpanykieotnioB CGGC B 60ib-
muHcTBe reHoB cemeiictBa PE_PGRS, raoe nons CGGC Bapeupyercs ot 2,11 no 8,42 %, B To Bpems
KaK B CpeHEM UX J0Js B TeHoMe cocTaBiseT 1,62 %. YcTaHOBIIEHO, YTO B HEKOTOPHIX T'€HaX reHoMa
MBT kombOunanus terpanykieotunoB CGGC (Rv0011, Rv0100, Rv0460, Rv0616A, Rv0691A,
Rv0722, Rv0863, Rv0909, Rv1038c, Rv1197, Rv2347c, Rv2452c, Rv3053c, Rv3320c) BooOme He
BCTpPEUYaETCs.

Kondopmanuonnsriii ananu3 JJHK B mecTax MyTauuii B reHax, acCOUMUPOBAHHBIX C YCTOHUYNBOCTHIO
k [1TJIC, moka3zan, 4To ¢opMupoBanue BTOpU4YHBIX cTpykTyp JHK, mpoucxonut npenmymiecTBeHHO
3a cueT koMOuHarui HykieoruaoB GCCG, CGGC, GCGC, GGG, GGGG, CTGC, a MmyTranuu B reHax
BO3HHKAIOT, KaK IMPaBuIIo, B Mectax popMupoBanus BTopruuHbiX cTpykTyp JHK (mmminex), B KOTOpbIX
MOYKET MPOUCXOANTH MepepacipeeleHne Y HePT U B3aUMOJICHCTBHM, 3aps0B, U, KaK CIEeICTBUE, MO-
T'yT BO3HHUKATh OMINOKA PEMJIUKAINA U MyTanni. Ha BO3HUKHOBEHHE COOBITHS MYTaIlH MOXET BIHU-
ATH P JOMOIHATEIBHBIX (PaKTOPOB, KOTOPHIE MOT'YT HEHTPAITH30BaTh BOZHUKAIOIINE YHEPTeTHIESCKIE
W3MEHEHUS, a TaK)Ke HapyIlaTh TOYHOCTh IpOIecca PeILIKaIiy, penapanuu (MyTauu B gyrd reHe,
B reHax 3R-CUCTEMBI).
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