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Pegpepam. ViccnenoBanue BTOpu4HBIX CTPYKTYp ITS2 — KIr04eBOil MHCTPYMEHT MOJIEKY/LAPHOI CUCTeMATHKM, pac-
HIVPSIIOLINIT BOSMOXKHOCTY aHA/IN3a IIEPBUYHBIX HYK/IEOTU/FHBIX [IOCTIEOBATEIbHOCTEIL. Y 60/mbIIMHCTBA 9yKapuoT ITS2
¢dbopMupyeT KOHCEPBATUBHYIO MOJE/b U3 YeThIpeX XemnkcoB, I-IV. Tounas MOmenb CTPYKTYphbl KpUTUYHA ALt uto-
reHes3a U pasrpaHNdeHNst BUAOB. AHanu3 KkomreHcatopHbix 3ameH (CBC) B ITS2 siBisieTcss HEOOXOAMMBIM /IEMEHTOM
QITOpPUTMA BUAOBOIL upeHTUUKALMN. VICCIe[oBaHMs Pa3INYHBIX TAKCOHOMIYIECKUX TPYIII 3€/IEHBIX MUKPOBOKOPOC-
JIelt TTOKas3aIu BO3MOXKHBIE IIPOO/IeMbl 1 orpaHudenus ucrnonb3oanus CBCs B anamuse. MogenpoBaHue BTOPUIHOI
crpykrypst ITS, monck CBC, a Taxske 0cO6€HHOCTI SBOJIOLNY OT/E/IbHBIX TAKCOHOB MUKPOBOZOPOC/IEN SIB/LTIOTCS BaXK-
HBIMM aCIIeKTaMU /I BUIOBOM MAeHTUDUKALINI.

Kntouesvie cnosa. Bropnunas crpykrypa [TS2, BugoBas ngenTnduKkams, KoMueHcaTopHble 3aMeHbl B I'TS2, pasrpa-
HIUYeHMe BUJI0B MUKpoBogopocieit, CBC-koHIenums Buza.

Summary. Studying the secondary structure of ITS2 is a key tool in molecular systematics, expanding the capabilities
of primary nucleotide sequence analysis. In most eukaryotes, ITS2 forms a conserved pattern of four helices, I-IV. An
accurate model of this structure is critical for phylogeny and species delimitation. Analysis of compensatory substitutions
(CBCs) in ITS2 is a necessary element of the species identification algorithm. Studies of various taxonomic groups of green
microalgae have revealed potential problems and limitations of using CBCs in analysis. Modeling the secondary structure
of ITS, searching for CBCs, and understanding the evolutionary history of specific taxa of microalga are important aspects
of species identification.

Key words. Secondary structure of ITS2, species identification, compensatory base changes in ITS2, delineation of
microalgae species, CBC species concept.

VpenTudukauys BTOPUYHON CTPYKTYpbl BHYTPEHHEro TpaHCKpubupyemoro creiicepa 2 (ITS2) ss-
JII€TCS ONHUM 3HAUMMBbIX MHCTPYMEHTOB B MOJIEKY/ISIPHOJN CHCTeMaTHKe, IIOCKO/IbKY OHa obeclednBaer Jjo-
IIOJTHUTEIbHYI0 MH(OPMAIINIO 1, CTIeOBATebHO, 60/ee HafIeXXHYI0 OCHOBY I MIACHTU(QUKALINYI M pasTpa-
HIYEHM BUIOB I10 CPAaBHEHMIO C ONHVIMMY MMIID JaHHBIMY IIEPBUYHON IOCIef0BaTeIbHOCTH. HyKkneoTngable
nocnenoBarebHOCTY ITS2 MOryT 6BITH OYeHb BapuabebHBIMIY, HO, KaK IIPAaBUJIO, OHU (POPMUPYIOT OIpefe-
JIEHHYIO BTOPUYHYIO CTPYKTYPY.

Y 6onbummHcTBa 3ykapuot ITS2 popMupyeT KOHCEpPBAaTUBHYIO BTOPUYHYIO CTPYKTYPY, I/ie XeMKChI
I-1V paspeneHbl HeCllapeHHBIMM 00/IacTAMU. B 3T0i1 mInmiedHo-1eTeBoit cTpykType 3 -KoHery 5.8S pPHK u
5’-xoHery 28S pPHK B3aumozeiicTBy0T, 00pasys cllapeHHbIiT y4acTok (stem) y ocHoBanums ITS2. Hecmorps Ha
OTHOCUTE/IbHO BBICOKYIO BaprabenbHoCThb ITS2, BropuyHas CTpyKTypa 0CTaeTCsi KOHCEPBATUBHOI, IPY 9TOM
xenukcnl 11 u 111 BrIcTynaroT B Ka4ecTBe BayKHBIX CTPYKTYPHBIX ¥ PacllO3HAIOMINX CUTHAIOB JJIA IPOLECCUH-
ra 607b1I071 CyOBennHNLBI pubocombl. XemuKcel I 1 IV MeHee KOHCepBAaTMBHBI, 4YaCTO KOPOTKUE, ¥ MOTYT
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OTCYTCTBOBAaTb B HEKOTOPBIX OPTaHM3MaX, YTO Jie/llaeT VIX MeHee 3HaYMMBIMM /IS IOAAEPKaHNA BTOPUYHON
cTpykrypsl. Xenukcol 11 u III HecyT BbICOKOKOHCEPBAaTUBHBIE CTPYKTYPHBIE 97IEMEHTHI, KOTOPble HeOOXOI MBI
IS y3HaBaHUsA crienududaeckux 6enKkoB u pakTopos mporeccuura. Xenukc I xapakrepusyercs cTabuIbHOIM
nupuMuauH-nupumMuanHosoit neteit (U-U), HeobXopmumoit i mopmep)xauust cTpykTypsl ITS2, a Takke
KOHCEPBATMBHOI BTOPUYHOI CTPYKTYpOi ocHoBaHus (proximal stem). HykmeoTuaHble mapbl y OCHOBaHUsA
Y4acTo CIIyXKat KapkacoM jyist popmuposanms obieit ctpykrypst ITS2 (Coleman, 2007). Xennkce 111, kak mpa-
BUJIO, ABJISAETCA CAaMOIl IJIMHHOM, Hanbosee CTaOMIbHOM U KOHCEPBATUBHOI, BBICTYIIasA B KA4ECTBE BAXKHOTO
KoMIIoHeHTa s npoueccuHra pPHK. Ona urpaet kro4eByio HallpaB/IALIYIO POJIb AJIA ya/lIeHNUs crericepa
ITS2, uTo sAB/IsIETCS KPUTUIECKY 3HAUMMBIM 3TatioM iyt popmupoBanus pPHK u cospeBanus 60S pudocom-
HOI cyObenyHuIbl. Hanbosmee BaKHBIMY CTPYKTYPHBIMYU 7ieMeHTaMu crimpaiy [11 ABIs0TCS KOHCepBaTHB-
Hble IIOC/IEIOBATE/IbHOCTY C BHICOKUM COEpP)KaHVeM ITyPUHOB, PACIIONOKeHHbIe OKOJIO AVCTA/IbHOTO KOHI|A
(BepuIMHBI XenuKca), 00b19HO xapakrepusymouyecs MotuBoM 5 UGGU mwin UGG. Hao6opor, Hyk/meoTuyst
y ocHoBaHus xenukca III Menee xoHcepBatuBHbI. TakuMm o6pasom, xenukc III obecreunBaeT KOHCEpPBAaTUB-
HBIJ CAlIT pacrio3HaBaHMs, TOTA Kak Xe/muKc 11 onpepenser cTpyKTYpHYIO CTaOMIBHOCTD, HEOOXOUMYIO IS
ycremHoro npoueccunra pPHK.

CrabunbHOCTD CTPYKTYpbI ITS2 aHaMM3UPYIOT € IOMOIIBIO MOfIEIMPOBAHNA U PACY€TOB MUHMMAJIb-
Holt cBo6opHoI aHeprun (AG) (¢ momouipio nporpamm Mfold nnn RNAfold). ITonyuennble Mofenyu mmupoko
VICIIOJIb3YIOTCA B GMIIOT€HE TUYECKUX MCCIeOBAHUAX MUKPOBOLOPOC/IET, I MIeH TUPUKALIN Y pasTpaHmde-
HYIS1 BULOB. AJITOPUTM aHa/mm3a BTOPUYHON CTPYKTypel ITS2 paccmorpen B pabote J. Schultz, M. Wolf (2009).
KitroueBBbIM MHCTPYMEHTOM IS MACHTU(PUKALVIN BUJIOB AB/IACTCA aHA/IN3 KOMIIEHCAaTOPHBIX M3MEHEHMIT OC-
HoBaHuit (Compensatory base changes (CBCs)) ¢ momomuisio mporpamm 4SALE 1 CBCAnalyzer. CBCs npen-
CTaBJIAIOT COOOI MyTallMy CPa3y ABYX HYK/ICOTHUIOB U3 Napbl OCHOBaHMII, KOTOPbIe (POPMUPYIOT BTOPUIHYIO
CTPYKTYPpY. VI3MeHeHMA B MapHBIX yYacTKaX CTPYKTYPBl MOTYT YKa3bIBaTh Ha AMBEPreHIIMIO, TOTZIA KaK JlaXKe
opnHa CBC cmyuT KpuTepyeM pasrpaHIYeHNs OMO0MIOTNYecKuX BI0B. [IpMHIMIINaIbHBIM AB/IAETCA MOTyde-
HIIe TOYHOI MOJIe/IY BTOPUYHON CTPYKTYpPbL. PasHble mporpaMMbl MM py4Hast IpaBKa MOTYT JaBaTb Pa3HbIe
BapMaHTHI BBIPAaBHMBAHA,  OIIMOKA B OZ[VIH HYK/ICOTH/] B MOJIE/IY MOXKeT CKa3aThbCs Ha pe3y/IbTaTax aHa/In3a.

[ITnpoxkoe ucronpzoBanne ananusa CBCs u monykoHcepBaTuBHbIX 3aMeH hemi-CBC (HCBC) (u3me-
HSIeTCS TONBKO OIVH 13 Iapbl HYKIeOTUIOB) Hauanoch ¢ paboTsl A. W. Coleman (2000), B KoTOpOI1 6bLI0 9KC-
HepMMEHTA/IbHO JJOKa3aHO, 4TO Hajmm4ye XoTs 661 ogHoit CBC B KOHCepBaTUBHBIX y4acTKax (xemukcsr 11 u I11I)
BTOPUYHOI CTPYKTYpbI ITS2 Koppenupyer ¢ penpopyKTUBHOI U30/ALMeN y npefcTaBuTeneii Volvocaceae. B
uccnegoBanuy T. Miiller ¢ coaBt. (2007) 6511 IpoaHanM3MpoBaH OOLUIMPHBIN HAOOP JAaHHBIX 13 6ojee 4 ThI-
cs14 mocenoBaTenbHocTeit ITS2 (M3 HUX TOMBKO YacTh MpMHAJIexana seneHsiM Bogopocisam Chlorophyceae,
Trebouxiophyceae 1 Ulvophyceae, ocTanbHble — APYTUM pacTeHNUAM U )KMBOTHBIM) U IIPEI0>KeHa KOHILIETIIIV
BUIOBBIX pasmmuuii, ocHoBaHHast Ha CBC (CBC species concept). VIcxopist 13 9TOi KOHIIENINY, €CTII MEXAY
AByMs opranmsMamyu B KoHcepBaTuBHBIX Xenmkcax (II wam III) ITS2 ects xots 661 oga CBC, TO cymiecTBy-
eT ~93 % BepOATHOCTb TOTO, YTO STO [jBA PA3HBIX OMONIOrMYecKUX BuAa. B To >xe Bpems, orcyrcTBue CBC
yKasbIBaeT Ha ~76 % BEpPOATHOCTb TOTO, YTO 3TO OAMH U TOT Ke Buj. Takum obpasom, CBC MoxeT ObITH
JOCTATOYHBIM, HO He HeOOXOAVMMBIM KpPUTepyeM I pasrpaHuydeHrs oTaenbHbix Bujos (Miiller et al., 2007).
YacTo Bo3HMKaeT Ipob/IeMa B HESICHBIX pe3y/IbTaTaX aHa/IN3a, Tak Kak orcyTcTBre CBC He MckmoyaeT Hamm-
4y IBYX pasHbIX BuioB. KpoMe TOro, MHOTMe BUAIBI He yaeTCs pasnnyunThb Ha ocHoBaHyy CBC. Hanpumep,
pon Desmodesmus comepXUT MHOXKECTBO KPUIITMYECKUX BUJOB, KOTOpPble KpaliHe CI0KHO pasTpaHMYMUTb
¢ tomoibio CBC m13-3a BBICOKOI romonornu nocuegosarenbHocreir (Demura et al., 2021). Yacto 6mnskue
BB uMeloT upeHTr4dHble ITS2 mmm comepxat Tonbko opmHounble 3ameHbl (hCBC) (Hanpumep, HeKOTOpBIe
Buzpl popos Coelastrella, Chodatodesmus) (Novakovskaya et al., 2021; Egorova et al., 2025). B uccnenosa-
Hyn 115 Bamupubix Bupos Ulvales mokasano, yro CBCs He ABIAMNMCH /I HUX BUJOBBIM KputepueM. Kpome
Toro, orcyrcreue CBC Mex/y BUaMy OTMEYEHO B Pa3JIMYHBIX ITOPANKAX 3€leHbIX BOZOPOC/eil, BKII0Yasd
Chaetophorales, Chaetopeltidales, Oedogoniales 1 Sphaeropleales, rze CBCs B ITS2 gacTo cBsi3aHbI ¢ TAKCOHO-
MIYeCK/MU YPOBHsMM O0jIee BBICOKOTO mopsiaka (popbl, cemerictBa) (Caisova et al., 2013). ITpuunHoit Takmx
ABJICHMII MOXeT ObITb HeflaBHee BUooOpasoBaHMme, Korga B ITS2 He ycrenu nmponsoifT KOMIIEHCATOPHbIE
3ameHbl. KpoMme TOro, KOHCEpBAaTMBHOCTD BTOPUYHOI CTPYKTYpbI ITS2 He ciocob6cTByeT dukcanym CBCs Ha
yPOBHe O/IM3KOPOJCTBEHHBIX BUIOB, Ia)Ke €C/IY OHU YyKe PasoIlINCh 110 MOP(OIOTUHN ¥ SKOTIOTHN.

Eme opHo orpannyenne npumeHenyss CBC-KOHIENIMM — 3TO BapualMy B CTPYKTYpe XeIMKCOB V/IN
HaJIM4ue JOIIOTTHUTENbHBIX YHUKA/IbHBIX Xe/IVKCOB, KaK, HanpuMmep, y Kornmannia (Ulvophyceae) (Caisova et
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al., 2011), OCTIO>XXHAIMX MOJeNMPOBaHNUe I CPaBHEHME BTOPUYHBIX CTPYKTYp ITS2. Becombim aprymeHTOM
IJIA pasTpaHM4eHUs BUAOB ABnsgeTca Hanuure CBCs B KoHcepBaTMBHBIX yyacTKax xenukcos I u 111, ogHako
BapuabenbHOCTb B Xenmukcax [ 1 IV n HCBCs takke 9acTo yunTbiBaeTcs. JJo CUX ITOp HeT KOHCEHCYCa, CINTATD
7Y TaKMe 3aMeHBI JOCTaTOYHBIM IIPM3HAKOM BU/Ia VJIM 3TO JMIIb BHYTpUBUA0BasA Bapuanua. CKOpocTb 3BO-
TIOLUY TaKXe He yunuTbiBaeTcsa CBC-KoHIenuert Bisia, TeM He MEHee, OHa MOXKeT CYIL|eCTBEHHO Pa3In4aThCs
B PasHBbIX TAKCOHOMMYECKMX rpymnax. KpoMe Toro, ijig MHOIMX MUKPOBOJOPOCIEN XapaKTepHO OTCYTCTBHE
TI0JIOBOTO IPOLIECCa, YTO AeaeT KIACCUYeCKUiT KpUTepuil 6MomIorndeckoro Busa (penpopyKTuBHasA U30/1-
1ys1) ¥ cBsi3aHHbI ¢ HUM CBC-kputepnit pasmMbITbiMu. TakuM 06pa3oMm, aHaIM3 BTOPUIHON CTPYKTYpbl ITS2,
ABJIAACH BKHBIM KPUTEPUEM IS BUJOBON MAeHTU(UKALNY U Pa3TpaHNYeHNA BULOB, TpeOyeT YUUThIBATh
pasnMyHBbIe ACTIEKTHI €T0 IPUMeHeHNs, a TaKKe coueTath CBC-noaxon ¢ ApyruMiu MeToaMu aHaausa.
Bnaromapuoctu. Pab6ora BbITIONHEHA TIO TeMaM Toc. 3aganuit 0277-2025-0003, 0277-2025-0004.
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