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OpurnHanbHoe nccnegosaHue / Original article DOI 10.18699/VJ20.625
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A high coverage reference transcriptome assembly
of pea (Pisum sativum L.) mycorrhizal roots

A.M. Afonin! @, LV. Leppyanenl, 0.A. Kulaeval, O.Y. Shtark!, LA. Tikhonovich! 2, E.A. Dolgikhl, V.A. Zhukov!

T All-Russia Research Institute for Agricultural Microbiology, Pushkin, St. Petersburg, Russia
2 Faculty of Biology, St. Petersburg State University, St. Petersburg, Russia
&) e-mail: afoninalexeym@gmail.com

Abstract. Arbuscular mycorrhiza (AM) is an ancient mutualistic symbiosis formed by 80-90 % of land plant species with
the obligatorily biotrophic fungi that belong to the phylum Glomeromycota. This symbiosis is mutually beneficial, as
AM fungi feed on plant photosynthesis products, in turn improving the efficiency of nutrient uptake from the environ-
ment. The garden pea (Pisum sativum L.), a widely cultivated crop and an important model for genetics, is capable of
forming triple symbiotic systems consisting of the plant, AM fungi and nodule bacteria. As transcriptomic and pro-
teomic approaches are being implemented for studying the mutualistic symbioses of pea, a need for a reference tran-
scriptome of genes expressed under these specific conditions for increasing the resolution and the accuracy of other
methods arose. Numerous transcriptome assemblies constructed for pea did not include mycorrhizal roots, hence the
aim of the study to construct a reference transcriptome assembly of pea mycorrhizal roots. The combined transcrip-
tome of mycorrhizal roots of Pisum sativum cv. Frisson inoculated with Rhizophagus irregularis BEG144 was investigated,
and for both the organisms independent transcriptomes were assembled (coverage 177x for pea and 45x for fungus).
Genes specific to mycorrhizal roots were found in the assembly, their expression patterns were examined with gPCR on
two pea cultivars, Frisson and Finale. The gene expression depended on the inoculation stage and on the pea cultivar.
The investigated genes may serve as markers for early stages of inoculation in genetically diverse pea cultivars.

Key words: RNAseq; transcriptomics; arbuscular mycorrhiza; garden pea.

For citation: Afonin A.M., Leppyanen L.V, Kulaeva O.A., Shtark O.Y., Tikhonovich I.A., Dolgikh E.A., Zhukov V.A. A high
coverage reference transcriptome assembly of pea (Pisum sativum L.) mycorrhizal roots. Vavilovskii Zhurnal Genetiki
i Selektsii = Vavilov Journal of Genetics and Breeding. 2020;24(4):331-339. DOI 10.18699/VJ20.625

PedepeHCHBIV TPaHCKPUIITOM MUKOPM30BAaHHBIX KOpPHEeIl
ropoxa rnoceBHoro (Pisum sativum L.) ¢ BBICOKUM ITOKPbITVIEM

AM. A(I)OJ-U/H-[1 ®, I1.B. Aennsanen!, O.A. KyAaeBal, O.10. H_[TapKl, N.A. Tuxonosuul 2, E.A. AOArlel, B.A. )KyKOB1
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AHHoTayusa. ApbyckynapHas mukoprsa (AM) — 3To ApeBHUIA MyTyanuCTUYECKUin CUMOUO3, KOTOpbI 06pasytoT 80—
90 % BMAOB Ha3eMHbIX PAacTeHU C 06nMraTHO 6UoTPodHbLIMK rpmbamu, NprHagnexawmumm K pune Glomeromycota.
3TOT CMMOUNO3 ABNAETCA B3aUMOBBIFOAHbIM, MOCKONbKY rprbbl AM nuTatoTca npofykTamu GpoToCMHTE3a pacTeHui, B
CBOI0 oYepefb NoBbiwan 3PpHeKTVBHOCTb NOMOLWEHNA NTaTeNbHbIX BELLEeCTB pacTeHNEM 13 OKpY»KatoLuei cpeppl. [o-
pox (Pisum sativum L.), LuIMPOKO pacnpocTpaHeHHasn CeNbCKOX03ANCTBEHHasA KyNbTypa 1 BaXKHbli MOAENbHbIN 06beKT
reHeTVKU, cnocobeH 06pa3oBbIBaTb TPOMHbIE CUMOVOTYECKINE CUCTEMBI, COCTOALLME 13 pacTeHns, rpr6os AM n Kny-
6eHbKOBbIX 6aKkTepuit. Mo Mepe pacnpocTpaHeHVa TPAHCKPUITOMHbIX U MPOTEOMHbIX MOAXOLO0B B U3YyUYeHUW MyTyanu-
CTUYECKMX CUMOMNO30B ropoxa, ANA NOBbIEeHNA pa3peLuatoLielrl CTOCOOHOCTI N TOYHOCTU APYTX METOAOB BO3HMKIIA
HeobXOANMOCTb B pedbepeHCHOM TPAHCKPUMTOME, T.€. B 3HaHWUUN NOC/IEA0BATENIbHOCTEN FEHOB, SKCMPECCUPYIOLNXCA
B Pa3/INYHbIX SKCMEpPUMEHTabHbIX YCNOBMAX. MHOroUMCNeHHbIE TPAHCKPUMNTOMHbIE COOPKM, CKOHCTPYMPOBaHHbIE
LA FOpOoXa, He BKJII0YaNnu MMKOPK30BaHHbIE KOPHM, NOSTOMY Liefibio JaHHOFO UCCiefoBaHuA 6blio cosgaHne pede-
PEHCHOW TPaHCKPUMTOMHOW CO0PKN MUKOPM30BaHHbIX KOopHel. bbino npoeepeHo rnybokoe PHK-cekBeHnpoBaHue
TPaHCKPUMNTOMa MUKOPU30BaHHbIX KOpHel Pisum sativum copta Frisson, MHOKynnpoBaHHbIX Rhizophagus irregularis
BEG144, n ans KaXporo M3 opraHM3moB MoJlyyeHbl He3aBUCUMble TPAHCKPUMTOMHbIE CO0PKM (MOKpbITe 177X Ans
TPaHCKpUNTOMa ropoxa u 45x fna TpaHcKpunToma rprnba). Kauectso c6OpKM TPaHCKPUNTOMa ropoxa OLEHEHO nyTem
CPaBHEHNA C yXKe UMEIOLMMUCA CO0PKaMU TPAHCKPUNTOMOB APYrX TKaHeid. [InA JONoNHNUTENbHON OLeHKUN KayecTsa
c60pKK, y ABYx copToB ropoxa (Frisson u Finale) c nomolybto qPCR npoBeeH aHann3 3KCNPeccu reHoB, cneunduyHbIX
[J1 MUKOPM30BaHHbIX KOPHEl, MocneoBaTeNlbHOCTY KOTOPbIX Obiv HaliAeHbl B cO3AaHHON cbopke. MiccnenoBaHHble
reHbl MOTYT CJTY>KUTb MapKepaMmn PaHHUX CTaauiA Pa3BUTUA apbyCKynsAapHO MUKOPU3bl Y FEHETUYECKM Pa3HOO6Pa3HbIX
COpPTOB ropoxa.
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Introduction

Plants are able to establish mutualistic association with the
arbuscular mycorrhizal (AM) fungi that improve the efficiency
of nutrient uptake from the environment. About 80-90 % of
all land plant species may form mutually beneficial symbiosis
with the obligatorily biotrophic AM fungi that belong to the
phylum Glomeromycota (Kaschuk, 2009; Alizadeh, 2011;
Tisserant et al., 2012; Gutjahr, Parniske, 2013; Manck-Got-
zenberger, Requena, 2016). The AM facilitates plant nutrition
and increases plant tolerance to biotic and abiotic stresses,
when AM fungi feed on photosynthesis products and utilize
a considerable proportion of the assimilated carbon (Siddiqui
et al., 2008; Solaiman et al., 2014).

The garden pea (Pisum sativum L.) is a widely cultivated
crop plant and the first model object of genetics. Similarly
to other legume plants belonging to the Fabaceae family, it
is capable of forming triple symbiotic systems consisting
of plant, AM fungi and nodule bacteria (Tikhonovich et al.,
2015). The formation of symbioses increases yield and plant
fitness in general (Jacobi et al., 1999; Borisov et al., 2004;
Shtark et al., 2006; Zhukov et al., 2019), although the effect of
inoculation is often dependent on experimental conditions and
plant genotype (Shtark et al., 2006; Zhukov et al., 2017; Ma-
montova et al., 2019). During the last decade, transcriptomic
and proteomic approaches had been implemented for studying
the mutualistic symbioses of pea, which implied the need for
areference genomic or transcriptomic sequences required for
proper annotation of transcripts/proteins under analysis. Al-
though numerous transcriptome assemblies were constructed
(Franssen et al., 2011; Alves-Carvalho et al., 2015; Sudheesh
etal., 2015; Zhukov et al., 2015; Kerr et al., 2017), no samples
containing mycorrhizal roots had been analysed. Moreover,
the only available genomic sequence (Kreplak et al., 2019) is
far from ideal and lacks sequences of many important genes
(for example, short peptides of NCR and defensin families).

Thus, the present work aimed at obtaining the reference
transcriptome assembly of pea mycorrhizal roots using RNA-
seq. In order to validate the constructed assembly, which is
destined for further analysis of the mycorrhization in pea with
use of transcriptomics and/or proteomics, we designed the
set of primers for qPCR expression analysis and successfully
quantitated the expression level of 10 AM-specific genes in
mycorrhizal roots of two pea cultivars.

Materials and methods
Plants and microorganisms used. The wild-type Pisum sa-
tivum L. cultivars Frisson (= J12491 (Duc, Messager, 1989))
and Finale (= J12678 (Engvild, 1987)) were used in this study.
The fungal isolate Rhizophagus irregularis BEG144 was
provided by the International Bank for the Glomeromycota
(Dijon, France) as a substrate-root based inoculum for leek
(Allium porrum L.) pot cultures. It was used to obtain nurse
pots of chives (4/lium schoenoprasum L.) for the R. irregula-
ris-inoculated pea plants (according to (Shtark et al., 2016)).
Plant growth conditions and root sampling. In order to
provide an efficient inoculation of P. sativum plants, nurse pots
with established mycorrhiza were used. These were 300-ml
ceramic flower pots filled with opoka-rock mineral substrate,
which is silica rich marl (Krasnodar, Russia), supplemented
with 1 g-L-! calcium orthophosphate. Prior to nurse pots pre-
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paration, pots with substrate were sterilized by autoclaving
for 60 min at 134 °C and 0.22 MPa. Procedures for the chive-
based nurse pots are described by (Demchenko et al., 2004;
Shtark et al., 2016).

Seeds of P. sativum were surface-sterilised for 10 minutes
with 98 % sulphuric acid, rinsed with sterile deionised water
five times, and then germinated for 3 days at 27 °C in the
dark on sterile vermiculite in Petri dishes with 30 ml of wa-
ter added to each one. Three P. sativum seedlings of similar
size were planted into each nurse pot around a mycorrhizal
chive plant. Plants were grown in a growth chamber (model
VB 1514, Vétsch, Germany) under the following conditions:
day/night, 16/8 h; temperature, 24/22 °C; relative humidi-
ty, 75; irradiation 10000 lux and were supplemented once a
week with 1/2-x Hoagland’s solution (Hoagland, Arnon, 1950)
without phosphate (50 mL per pot), and watered as needed.

After several days of co-cultivation with chives in nurse
pots P. sativum root samples were collected for transcriptome
analyses and RT-qPCR (see relevant sections) and immediately
frozen in liquid nitrogen and stored at —80 °C. Frozen root
samples were ground in liquid nitrogen using pestle and mor-
tar. Before collecting plant material for those analyses, several
lateral roots (15 cm length) from each pea root system were
randomly selected and frozen at —20 °C and then subjected
to analysis of AM development as described by Shtark and
colleagues (Shtark et al., 2016). The parameters of root colo-
nization of these pea plants estimated according to (Trouvelot
et al., 1986) were: M % (intensity of internal colonization of
the root system), and @ % (arbuscule abundance in mycor-
rhizal root fragments).

For transcriptome sequencing root samples were collected
after 25 days of co-cultivation with chives. Three plants of
cv. Frisson with M % = 68.6+£2.6, and a % = 50.9+1.2 (this
level of root colonization is common with this genotype (Mo-
randi et al., 2000; Grunwald et al., 2004)), were chosen for
the transcriptome analysis. The whole root systems were cut
off directly below the cotyledons and frozen in liquid nitrogen
in 50 mL Falcon tubes.

For RT-qPCR assays root samples were collected after 7,
14 or 28 days of co-cultivation with chives. Root samples of
uninoculated plants grown under the same conditions during
the same time periods were used as a control. Lateral roots
were used, in which tips 1 cm long were removed. The col-
lected samples were frozen in 2 mL Eppendorf™ tubes. The
AM development was analysed at two time points (after 14 and
28 days of co-cultivation with chives). The parameters of cv.
Finale root colonization were: M %=17.5+2.3,and 35.0+4.7,
respectively; a 26=29.4+5.7,and 36.5+5.7, respectively. This
level of colonization is common with cv. Finale (Shtark et al.,
2016; Leppyanen et al., 2018). The parameters of cv. Frisson
root colonization were: M % = 44.6+4.7, and 68.1+5.4, re-
spectively; a % =62.6+3.5, and 65.3+4.4, respectively. This
is also consistent with previous investigations; in particular it
was shown that internal AM colonization and arbuscule devel-
opment reaches higher values in cv. Frisson than in cv. Finale
(Morandi et al., 2000; Grunwald et al., 2004).

Transcriptome sequencing. The RNA extraction, library
construction and the sequencing on an Illumina 2500 HiSeq
platform was carried out by GenXPro GmbH (Frankfurt-am-
Main, Germany).
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Read preparation. In order to remove possible human and
bacterial contaminants from the raw data we used the method,
devised by dr. Brian Bushnell and described in removeHuman
tool from the BBTools suite (Bushnell, 2014). Additionally,
reads belonging to bacteria and viruses were discarded using
the databases provided by the author of the package. In order
to separate fungal reads from those of pea, we first prepared
the genome assembly of Rhizophagus irregularis strain
DAOM197198 from (Tisserant et al., 2013) as described by
the author of the bbmap package. The areas of genome, con-
taining multiple tandem short k-mers, as well as windows of
low entropy sequences, which were calculated using pentamer
frequencies, were masked using the bbmask.sh script. In order
to exclude the sequences, common between the R. irregularis
genome and plant genomes, all the available non-draft plant
genomes from the Phytozome V12 (Goodstein et al., 2012)
were masked for repetitive sequences, and then used to ex-
clude all the non-specific parts of the DAOM197198 genome
as described for the bbmask.sh script. The resulting masked
assembly was used for read mapping using the bbmap.sh
script. All the mapped reads were considered to belong to
the fungus, all the non-mapped reads were considered plant
reads. The transcriptome completeness and assembly quality
were assessed using BUSCO algorithm (Simao et al., 2015).
Blast search was used for the comparison of the various
transcriptomes.

Transcriptome assembly. The reads belonging to Pisum
were then assembled using Trinity assembler (v2.6.6) (Grab-
herr etal., 2011) with default parameters, rnaSPAdes (v3.11.1)
(Bankevich et al., 2012). Corset/Lace pipeline was used to
assemble the SuperTranscriptome (Davidson et al., 2017).

The transcriptome shotgun assemblies (TSAs) from the
following bioprojects were downloaded from the NCBI for
comparison to current assembly: PRINA277074 — cv. Kaspa
(Sudheesh et al., 2015), PRINA277076 — cv. Parafield (Sud-
heesh et al., 2015), PRINA308776 — cv. Torsdag (Kerr et al.,
2017). The assembly of the nodule transcriptome of cv. SGE
(accession GDTMO00000000.1) and the assembly of roots of
cv. SGE (accession GDTL00000000.1) were also downloaded
from the NCBI (Zhukov et al., 2015). Additionally, the as-
semblies from cv. Caméor (Alves-Carvalho et al., 2015) and
cv. Little Marvel (Franssen et al., 2011) were downloaded
from supplementary files for the respective articles. The CDS
sequences from the M. truncatula v4.0v2 genome were used
for benchmarking the assembled transcriptomes (Young et
al., 2011).

The following accessions were downloaded from the NCBI
in order to identify the R. irregularis strain closest to BEG144:
GCA_000439145.3, GCA_000597565.1, GCA_000597585.1,
GCA _000597605.1, GCA_000597625.1, GCA_000597645.1,
GCA _000597665.1, GCA _000597685.1, GCA _001593125.1,
GCA 001593145.1, GCA_001593155.1, GCA _001593205.1,
GCA _002897155.1, GCA 003833045.1, GCA_003833115.1.
The reads binned as belonging to the fungi were assembled de-
novo using the 7rinity assembler. Cufflinks (v2.2.1) (Trapnell
et al., 2010) was used to build a genome-guided assembly.

Annotation. CDS discovery for both the organisms was
performed using the transdecoder (v5.2.0) algorithm (https://
github.com/TransDecoder/TransDecoder/). Both the hmm and
the blast homology search options were used, according to the
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Table 1. Constructed primers used for gPCR

Sequence, 5'-3'

Note: Melting point (Tm) for every primer was 54 °C.

manual. The annotation was performed using the EggNOG 5.0
database using the eggNOG-mapper (v2.0.1) (Huerta-Cepas
etal., 2016).

In order to determine the best overall assembly, the three
transcriptomes were evaluated using the BUSCO tool (Simao
etal., 2015).

RT-qPCR. Total RNA was isolated using the TriZol reagent
(ThermoScientific, USA). cDNA synthesis was performed
with reverse transcriptase (ThermoScientific, USA) and oligo-
dT primers (Evrogen, Russia; www.evrogen.com). RT-qPCR
was performed on the CFX-96 C1000 thermocycler (Bio-
Rad Laboratories, USA) with the double-stranded DNA
dye SYBR Green (Bio-Rad Laboratories, USA). The data
was analysed using the 2-AACt method (Livak, Schmittgen,
2001). PCR amplification was confirmed with the dissociation
curve method (55 to 95 °C). mRNA levels were normalised
in relation to the ubiquitin and actin reference genes. Three
biological replicates were analysed. The primers were con-
structed using the Vector NTT suite (Lu, 2004) (Table 1). The
expression levels of the genes of interest (GOI) relative to the
reference genes Ubiquitin and Actin were calculated for each
c¢DNA sample using the CFX Manager™ software version 2.1
(BioRad Laboratories, USA). The expression levels of GOI
were calculated as ratio of treated samples to control samples.
Statistical analysis was conducted by SIGMAPLOT 13 (Systat
Software, Inc., San Jose California, USA).
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Results and discussion

In order to obtain a reference transcriptome of the mycorrhizal
roots of P. sativum, the RNA from this tissue was sequenced
on an [llumina 2500 sequencing platform.

A total of 120 mln pairs of reads with average length of
150 bp were obtained. After quality trimming 119 mln reads
remained. Since we knew, that R. irregularis transcripts are
present in the tissues, we decided to remove all possible con-
taminants (as described in the Materials and methods section).
Additionally, we masked low complexity regions and re-
petitive elements from R. irregularis genome. Of the 119 min
remaining reads 6.7 mln (approximately 5 %) of the paired
reads were mapped onto the masked Rhizophagus genome.

The resulting reads belonging to P. sativum were then as-
sembled using two assemblers: 7rinity with default parameters
and rnaSPAdes with default parameters. Afterwards, with use
of Corset/Lace pipeline, a SuperTranscripts assembly was
constructed using these two assemblies comprising 94360 su-
pertranscripts (Table 2).

Transcriptome evaluation

In order to determine the best overall assembly, the three tran-
scriptomes were evaluated using the BUSCO tool. Results of
the analysis are presented in the Table 3.

As BUSCO tends to favor the number of transcripts, the
Trinity assembly scored higher than the SuperTranscripts
assembly, despite the latter containing the former. The other
comparisons, such as N50 and the duplication numbers speak
in favor of the SuperTranscripts assembly.

The resulting SuperTranscripts assembly, as well as the
other two assemblies, the table of relation between the as-
semblies and the full results of are available at the (https://
cloud.arriam.ru/s/RKD67CZak58BzzN).

Since the SuperTranscript assembly contains the two
other assemblies, it was used to compare to all available pea
transcriptome assemblies. The comparison was performed
using the BLASTN algorithm (e-value < 10719, identity >
90 %, query coverage > 90 %), the results are presented in
the Table 4.

The low numbers of query matches in the case of the cv. Ca-
méor is most probably due to the fact, that the transcriptome
in this study represents a single, rather than multiple, plant
tissues.

All the available pea transcriptomes were compared to the
latest Medicago truncatula Gaertn. transcriptome in order to
determine the fullness of the transcriptomes and the number
of novel transcripts (Table 5). Our assembly had an almost
identical number of transcripts, homologous to those of
M. truncatula as the more diverse transcriptomes of cv. Kaspa,
cv. Parafield, and cv. Caméor, and also showed a large number
of previously undiscovered transcripts.

Determining the specificity of inoculation

In order to check for possible rhizobial contamination and
formation of nodules possibly missed during sample prepara-
tion we decided to search for nodule specific proteins. Since
the expression counts for a single RNAseq analysis cannot
be considered statistically significant, we chose instead to
search for contigs, encoding proteins, specific to nodules —
NCR peptides (Zorin et al., 2019). Using the approach from
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Table 2. Comparison of transcriptome assemblies’ parameters

Parameters SPAdes  Trinity SuperTranscripts
. |dent|ﬁed gene 5 ................. 1 36 81 7 ......... 7 1 149 ......... 94360 ..................
Identified isoforms 139631 182345 190210
Longest|soform ..................... 16300 ......... 15588 16300 ..................
. Avera g e |soform . |e ngth ............. 812 ........... 1 1 1 o ............ 1 277 ..................
. Tran Scnpt n 50 ............................ 88 4 ........... 2 168 ........... 4357 ..................

Note: The estimated coverage for the transcriptome was 177x.

Table 3. The comparison of the transcriptome assemblies
using the BUSCO tool

Transcriptome ~ Complete  Complete Fragmented Missing
assembly and single- and
copy duplicated

Table 4. The results of comparison of the SuperTranscripts
assembly to the other available transcriptome assemblies

Transcriptome # of query matches  # of SuperTranscripts

matches
Cv K a 5 pa ........................ 68210 (54%) ................. 51 . 7 g 7 (54%) ................
cv.Parafield 73966 (50%) 52032(56%)
v.Caméor 26734(51%) 42059 (44%)
v.SGEnodules 45081 (77%) 40200 (42%)
v.SGEroots 32228(86%) 3473936%)
v.Torsdag 76244(39%) 41683(43%)
cv.little Marvel 48964 (60%) 25082(27%)

Table 5. The results of comparison of the pea transcriptome
assemblies (query) to the M. truncatula transcriptome (reference)

Transcriptome # of reference matches  # of query matches

cv. Kaspa 43772 (76 %) 62335 (49 %)

S AT e e
cv.Caméor 45004 (78%) 35602(68%)
cv.SGEnodules 41639 (72%) 40414(69%)
cv.SGEroots 30298(68%) 20188(78%)
B e A
cv.LittleMarvel  35048(60%) 50517 (73%)
SuperTranscripts 44068 (76%) 59020 (62%)

Note: e-value < e-19, query coverage > 80 %, identity > 60 %.

that article, we found only 28 genes of the NCR gene family
in the newly assembled transcriptome, compared to 40 in the
cv. SGE root tips and 425 in the cv. SGE nodules. Therefore,
it is reasonable to assume that the plants were not accidentally
infected with rhizobia, and thus are representative of a fungal
monoinoculation.
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Table 6. The results of mapping of fungal reads onto
the transcriptome assemblies of R. irregularis from the NCBI

The accession of R. irregularis
genome assembly

The percentage
of mapped reads

Note: BBmap.sh tool was used to map the reads against the genomes.

Table 7. Comparison of R. irregularis transcriptome assemblies
Cufflinks

Transcriptome assembler Trinity

Novel transcripts of Rhizophagus irregularis

Since for now there is no published genome available for the
strain BEG144 used in this study, we decided to determine
the closest related strain in the NCBI database. To do this,
we downloaded all the available R. irregularis genomes and
mapped the filtered transcripts using bbmap.sh to the genomes.
The best overall mapping was to the strain A1 of R. irregularis
GCA _001593125.1 (registered bioproject url: https:/www.
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ncbi.nlm.nih.gov/bioproject/PRINA299202/). This genome
was used for a genome-guided Cufflinks assembly. The map-
ping results are presented in the Table 6.

Genome guided Trinity assembly did not yield any assem-
bled contigs, possibly due to the lower coverage of the fungal
genome, so a de-novo assembly of the fungal transcriptome
was performed. The results of the assemblies are present in
the Table 7.

The likely protein-coding genes from the assemblies were
identified by transdecoder (see Materials and methods sec-
tion). The Cufflinks assembly contained 12036 (77.8 %) pro-
tein-coding genes, whereas the Trinity assembly contained
17909 (63.7 %). After comparing the assemblies with the
blast algorithm we discovered that 8301 (68 %) of Cufflinks
CDS-containing transcripts corresponded to 12036 (60.1 %)
of CDS-containing transcripts of Trinity. The rest of the
transcripts, unique to the Trinity assembly may represent the
parts of genome different between the strain BEG144 and
the strain used as the reference. The low coverage and the
unavailability of the genome of the strain BEG144 make it
harder to distinguish the real transcripts from the chimeric.
The results, however, show the usability of proposed methods
to assemble the transcriptomes of mixed samples, even in the
absence of high-quality reference genomes.

RT-qPCR of AM-specific genes

In order to study the inoculation effects in detail and to monitor
the AM development during the experiments, the set of marker
genes with AM-specific expression pattern was required. In
previous work by Grunwald et al. (2004), a set of 25 genes
which were upregulated more than in 2.5 times in response
to inoculation with AM fungus in roots of pea cultivar Finale
was identified using suppressive subtractive hybridization. We
selected eight of them for the present study and supplemented
this list with the well-characterized mycorrhiza-related genes
encoding the transcription factor RAD1 and the VAPYRIN
protein for analysis (Pumplin et al., 2010; Murray et al., 2011;
Park et al., 2015). In order to find the sequences of 10 AM-
specific genes of cv. Frisson, a BLASTN search of corres-
ponding genes was performed against the newly created
SuperTranscripts transcriptome assembly. The accessions are
presented in Table 8. We compared the RT-PCR expression

Table 8. Genes chosen according to (Grunwald et al., 2004) and their corresponding accessions in the SuperTranscripts assembly

Accession # Encoded gene SuperTranscripts ID

AJ308'|29 ......................................... Methauoth.onem ................................................................... C|u5ter409200129 ...........................
AJ308147 ......................................... GDSLmot.f|.pa5e/acy|hydro|ase ......................................... C|u5ter124o3o 147 ...........................
AJ308‘|48 ......................................... MAPkmase ............................................................................. c|u5ter330090 ......................... MAPK .......................
AJ308‘|56 ......................................... T,—an5|at|on|n|t|at|onfactor1a .............................................. c|u5ter93620156 ...........................
AJ3081 58 ......................................... Pmtema Semh |b|tor pR6 ........................................................ c| u Ste r332 1 51 ......................... pR 6 ...........................
AJ308'| . 53 ......................................... Tryp s. n ) . nh|b| tor ..................................................................... c| u Ste r569 9 20 ......................... T| ..............................
AJ308164 ......................................... putatwehp.dtransferprotem ............................................... C|u5ter573320 164 ...........................
‘AR08170 Polyphosphate inosite-binding protein Cluster-484480 170
Medtr4g1o4ozo 1 ............................ Tran Scn pt|on . factor RAD1 ...................................................... c| u Ste r” 6 2 80 ......................... RAD1 ........................
Medtrego 27840 1 ............................ VAPYR| N .................................................................................. c| u Ste r42 1 5 40 ......................... vp N ..........................

Note: “ID" column contains the chosen shorter names, used in the text and figures.
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Fig. 1. Transcript levels of genes encoding markers of AM development in pea roots of cv. Finale infected with R. irregularis after 7, 14 and 28 days.

Here and in Figure 2: uninoculated plant roots were used as control (cont); the treatment was mycorrhization (myc). The relative expression was normalized
against the constitutively expressed ubiquitin and actin genes. Values are means+SEM of three technical repeats. The graphs show the results of one biologi-
cal replication, representative of three biological independent experiments, the asterisks indicate the significant differences between control and treatment as

analysed by Student’s t-test (***p < 0.001, **p < 0.01, *p < 0.05).
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Fig. 2. Transcript levels of genes encoding markers of AM development in pea roots of cv. Frisson infected with R. irregularis after 7, 14, and 28 days.
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patterns for chosen genes in cv. Finale as well as cv. Frisson
pea plants (Grunwald et al., 2004). The used primers are pre-
sented in the Table 1.

This allowed the identification of predicted full-length
sequences for genes of interest. The expression of 10 genes
was investigated by RT-PCR using RNA from control and
inoculated roots of cv. Finale and cv. Frisson on several days
after inoculation (dai) (Figure 1, 2). The cv. Finale was chosen
to compare the results with previously obtained data for this
genotype, while cv. Frisson was used for analysis, because the
newly created transcriptome was assembled for this cultivar.
Indeed up-regulation of a number of genes was confirmed by
RT-PCR using RNA from controls and mycorrhiza-inoculated
pea roots of cv. Frisson and cv. Finale. The expression of
RADI and VAPYRIN genes was mainly enhanced at stages
of symbiosis development related to AM fungal colonization
of root cells and arbuscules formation (14-28 dai). The simi-
lar results were previously obtained for model legume plant
M. truncatula (Pumplin et al., 2010; Murray et al., 2011; Park
etal., 2015).

The highest levels of expression were found for four genes
encoding GDSL-motif lipase/acylhydrolase (/47), MAP ki-
nase (MAPK), trypsin inhibitor (77) and putative lipid-trans-
fer protein (/64) in both genotypes (see Figures 1, 2). It is
in a good agreement with previous results (Grunwald et al.,
2004). It is interesting to note that activation of 77 and /64 was
connected with early stages of AM symbiosis development
such as 7 dai. These markers may be helpful to estimate the
inoculation effect, because usually visible signs of inoculation
seem to be connected with later stages of symbiosis between
pea plants and AM fungi like 14 dai. At the same time some
cultivar-specific mycorrhiza-related pattern of expression was
found in our experiments. It was shown for gene /70 with
high level of expression in cv. Finale, but not in cv. Frisson
(see Figure 1, 2). Moderate level of expression was shown for
the stress-related genes like /29 and PR6 in our experiments
that may be due to differences in experimental conditions as
compared to previous study (Grunwald et al., 2004).

Conclusion

Studies on model legume plants M. truncatula and Lotus
Japonicus (Regel.) K. Larsen resulted in the description of
the molecular mechanisms underlying the formation and
functioning of the symbioses (Gutjahr, Parniske, 2013; Gob-
bato, 2015; Pimprikar, Gutjahr, 2018). However, for the agri-
culturally important legume plants, the information regarding
the molecular bases of AM and root nodule symbiosis (RNS)
is still limited. As for the garden pea, about 40 regulatory
symbiotic genes are known (Zhukov et al., 2016), of which
about a half are attributed to the ‘common’ symbiotic genes
needed for both AM and RNS (Borisov et al., 2007). The re-
cent development of transcriptome sequencing technologies
has made it possible to analyze the molecular machinery of
symbiotic nodules and, in particular, to pinpoint the single
nucleotide deletion mutation in important symbiotic gene
Sym33 (IPD3) (Zhernakov et al., 2019). Our first assembled
transcriptome of mycorrhizal pea roots will help in charac-
terization of the key plant genes involved in the regulation of
mycorrhizal symbiosis and, therefore, will be a basis for the
future advances in our understanding of plant-microbe inter-
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actions. The AM-specific genes that we selected on the base
of this reference transcriptome may also serve as markers of
successful colonisation in inoculation experiments, which is
important for analysing the early stages of mycorrhization,
when intraradical mycelium is almost invisible.
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AHaiNn3 IIBETOBBIX U TEKCTYPHbBIX XapaKTePUCTUK 3epeH 3/1aKOB
Ha IMQPPOBLIX N300pa>keHNsIX

E.I. Kombimresl 2@, M.A. Tenaesl 2 3, AA. A(’pOHHMKOBl' 2,3

1 DepepanbHblii NCCNEROBATENbCKUI LEeHTP VHCTUTYT umTonoruv n reHetrkn Cbrpckoro otaeneHns POCCMInCKol akadeMunm Hayk,
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AHHoTayus. LiBeT 0601104KIM 3epeH 311aKOB — BaXKHblii NPY3HaK, XapakTepu3yoLnii COaepKallnecs B Hell NrmeH-
Tbl 1 MeTabonuTbl. O600UKa 3epHa CNYXKWUT OCHOBHbIM 6GapbepOM MeX[y 3ePHOM U BHELLHEN CPefol, No3ToMy
C ee XapaKTepuCTKaMy CBS3aH pAf, BaKHbIX Bronornyecknx GyHKUWIA: NOrnoLeHre BNaru, *Kn3HecnocobHoCTb
3epHa, YCTOMYMBOCTb K NpeaybopoUHOMyY npopacTaHmio. Hanmume NnurmeHToB B 06010UKe BANAET Ha pasfinuHble
TeXHOJOrM4yeckme CBOMCTBA 3epHa. LIBeToBble XapaKTeprCTUKK, KaK 1 BHELHWUI BUS 060NTOUKN, 3€PHa, — BaXKHbIN
MHAVKaTOP 3a60neBaHni pacteHuii. LIBeT 3epHa AaBHO MCMOMb3yeTCs B CUCTEMATUKE MWEHWLbI A8 ONUCaHNA ee
60TaHNYECKNX Pa3HOBUAHOCTEN, U ANA HEKOTOPbIX CUCTEM 3TO OfHA U3 OCHOBHbBIX XapaKTePUCTUK. [eHeTUYeCKuiA
KOHTPOJNIb $OPMMPOBAHMA OKPACKM 3€PEH U JPYTMX OPraHOB PacTEHUI OCYLLECTBNAETCSA reHamu, KOAVPYOLWMMM
bepmeHTbI, BOB/IEUEHHbIE B OMOCUHTE3 MUTMEHTOB, U PEryNATOPHbIMI reHamu. 11 psfa NMrMeHTOB 3TW FeHbl UC-
CNle0BaHbl AOCTAaTOUYHO XOPOLLO, OAHAKO AJIfi HEKOTOPbIX NMUTMEHTOB, HaNpUMep MenaHnHa, 06YC/IOBNMBAIOLLErO
YepHYI0 OKPACKy 3epeH y AUMeHsl, MOSIEKYISIPHbIE MeXaHM3Mbl 61MOCHTE3a ewle cnabo usydeHsl. Mpu nccneposa-
HIW MEXaHN3MOB reHeTNYECKOro KOHTPOJIS OKPACKU 3epeH CeneKLMOHEepPbl N FeHETUKM NMOCTOAHHO CTAIKMBAOTCA C
Heo6XOAMMOCTbIO OLIEHKN LIBETOBbIX XapaKTePUCTUK UX 060104KM. K TEXHUYECKUM CpeACcTBaM peLleHs 3Tol 3aaa-
UM OTHOCATCA CNEKTPOPOTOMETPbI, CNIEKTPOMETPDI, FNnepcneKkTpanbHble Kamepbl. OfHAKO 3TN KaMepbl AOPOrocTo-
e, B 0COBEHHOCTY C BbICOKUM pa3peLLeHrem, KaK NPOCTPAHCTBEHHbIM, TaK U CNeKTpasbHbIM. ANlbTEpHATBOW
ABMAETCA NCMOMNb30BaHMe UMPPOoBbIX GOTOKaMep, NO3BOSAOLMX NOYUaTb BbICOKOKaYeCTBEHHbIE N306paxeHUs ¢
BbICOKVM MPOCTPAHCTBEHHbIM 1 LIBETOBbIM pa3peLleHviem. B cBA3n ¢ 3Tum B nocnefHee Bpems B 0651acTvi GeHOTU-
NYPOBAHUA PACTEHNI MHTEHCMBHO Pa3BUBAIOTCS METOAbl OLIEHKM LIBETOBbIX 1 TEKCTYPHbIX XapakTePUCTUK 3epeH
3/1aKOB, OCHOBaHHbIe Ha aHanun3e ABYMEPHbIX N306paKeHW I, MOSTyYeHHbIX LMPPOBbIMU Kamepamu. [JaHHbIA Mu-
HK-0630p NOCBsALLEH OCHOBHBIM 3afiadaM, CBA3aHHbIM C aHaNM30M LiBETOBbIX 1 TEKCTYPHbBIX XapaKTEPUCTVK 3epeH
3/1aKOB, METOAAM MX OMMCaHNA Ha OCHOBE LidPOBbLIX N306PAKEHNIA.
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Analysis of color and texture characteristics of cereals
on digital images
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Abstract. The color of the grain shell of cereals is an important feature that characterizes the pigments and meta-
bolites contained in it. The grain shell is the main barrier between the grain and the environment, so its characteris-
tics are associated with a number of important biological functions: moisture absorption, grain viability, resistance
to pre-harvest germination. The presence of pigments in the shell affects various technological properties of the
grain. Color characteristics, as well as the appearance of the grain shell are an important indicator of plant diseases.
In addition, the color of the grains serves as a classifying feature of plants. Genetic control of the color formation
of both grains and other plant organs is exerted by genes encoding enzymes involved in the biosynthesis of pig-
ments, as well as regulatory genes. For a number of pigments, these genes are well understood, but for some
pigments, such as melanin, which causes the black color of grains in barley, the molecular mechanisms of biosyn-
thesis are still poorly understood. When studying the mechanisms of genetic control of grain color, breeders and
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AHanu3 LBETOBbIX 1 TEKCTYPHDBIX XapaKTepUCTUK
3epeH 3/1aKOB Ha LUPOBbIX N300paKEHNAX

geneticists are constantly faced with the need to assess the color characteristics of their shell. The technical means
of addressing this problem include spectrophotometers, spectrometers, hyperspectral cameras. However, these
cameras are expensive, especially with high resolution, both spatial and spectral. An alternative is to use digital
cameras that allow you to get high-quality images with high spatial and color resolution. In this regard, recently, in
the field of plant phenotyping, methods for evaluating the color and texture characteristics of cereals based on the
analysis of two-dimensional images obtained by digital cameras have been intensively developed. This mini-review
is devoted to the main tasks related to the analysis of color and texture characteristics of cereals, and to methods of

their description based on digital images.

Key words: color; texture; digital images; image analysis; cereal grains.
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BBepeHune

L{BeT 000J104KH 3epEeH 371aKOB — BaYKHBIN MPU3HAK, OH XapakK-
TEpU3yeT IMUTMEHTHI 1 META0OINTHI, COAEpIKaIIHecs B HEH.
®duoneroBas u roiydast OKpacka 3epeH ONpeesieTCs! Halu-
YUEM AHTOIIMAHOB, JKEJITOBATBIN IIBET MOXECT OBITH BBI3BAH
MPUCYTCTBUEM KapOoTHHOMIOB. OKpacka ceMsiH B KpacHOBa-
TO-KOPUYHEBBIH MM TEMHO-KOPUYHEBBIH IIBET 00yClIOBIEHA
HaJIM4YUEM B UX 000J104Ke (PJIaBOHOUIOB, TAKUX KaK MPOAHTO-
MUaHUIWHEI 1 Grodadens! (Amxuesa u ap., 2015; Lachman
etal., 2017). B3aumMocBs3b MEKITy OKPACKOH 000IOYKH U CO-
JIepIKaHUEM THX BEIIECTB YCTAHOBIICHA IKCIIEPUMEHTANIBHO.
IToxazaHbl 3HAYMMBbIE KOPPEISIIMOHHBIC 3aBUCUMOCTH MEX-
JIy IIBETOM O0OJIOUKH 3epHa pUCA M €€ aHTHOKCUIAAHTHBIMHU
CBOICTBaMH, a TaKOKe cojiepkaHneM (heHOII0B U ()IIAaBOHOUIOB
(Shen etal., 2009). Conepsxanue heHOIOB, (p1aBOHOHMIOB, aH-
TOILMAHOB, -KapOTHHOMJIOB, JIIOTEMHOB 3HAUYMMO pa3jnya-
eTcsl JUIA 3ePEeH C pasHOl OKpackoi y Kykypyss (Zilié et al.,
2012). ®naBoHOUIBI, AHTONMAHBI U KaPOTHHOHIBI 00Iasa-
IOT PSIJIOM IIGHHBIX CBOMCTB, SIBJISIFOTCS] aHTHOKCHIAHTaMHU |
BJIMSIIOT Ha MHUIIEBYIO IIGHHOCTH 3epHa. JloOaBieHue B MyKy
oTpyOeii MIIEHUIBI C MyPIyPHBIM NEPUKAPIINEM TN TOIYy-
OBIM aJICHPOHOBBIM CJIOEM ITO3BOJISET YIYUIIUTh KauyeCTBO
xJ1eb0neKkapHON IPOAYKIHH 32 CUET BKYCOBBIX, TEKCTYPHBIX U
IIBETOBBIX XapakTepucTuk (Machalkova etal., 2017). B cBsazu
C 3TUM K COPTaM M JIMHUSIM C pa3HOOOPa3HOH OKpacKoi 3epeH
B [IOCJICIHEE BPEMsI BhIP)KEH OOJIBIION HHTEPEC CO CTOPOHBI
MUIIEeBOH MHIycTpun (XnecTkuHa u ap., 2016; Corréa et al.,
2019).

O0o50uKa 3epHa — 3TO OCHOBHOM 0apbep MEXy 36pHOM U
BHEILIHEHN Cpelloif, IOITOMY € €€ XapaKTEpUCTUKAMU CBsI3aH
PsII BOXKHBIX OMOJIOTMYECKUX (DYHKIM: MOTIONICHNE BIIATH,
YKU3HECTIOCOOHOCTH 3€PHA, YCTOHUMBOCTD K MPELyOOPOIHOMY
npopactaauto (Souza, Marcos-Filho, 2001). Hamuaue mur-
MEHTOB B 000JIOUKE BIHMSIET Ha pa3INuHbIC TEXHOIOTUIECKUE
cBoiicTBa 3epHa. Harmpumep, robadeHb! (kOHICHCHPOBaHHBIC
TaHWHBI), TPUJIAIOIIIE OKPACKE EPUKAPIINS 3€pHA KPACHBIN
IBET, MOJIOKUTEIILHO BIUSIIOT HA TPOJIOJDKUTEIIBHOCTH COCTOS-
HUS TIOKOSI 3€PHA U MPENATCTBYIOT €ro npeayoopouHOMY
npopactarnto (Flintham et al., 2002). Bumy 3T0r0 reHOTH-
Il TIIEHUIBI ¢ KPACHOM OKPacKOM 3epeH HMCIOIb3YIOTCS B
CEJISKIMU B KAY€CTBE JIOHOPOB FTEHOB YCTOMYMBOCTH K TIpe/I-
ybopounomy mipopactanuto 3epHa (KpymuaoB u mp., 2012;
Fakthongphan et al., 2016). ¥ puca user 060s04kn 3epeH
(MHTEHCUBHOCTH KPACHOMW, 3€JCHOM M roimy00il KOMIIOHEHT
I[BETA) 3HAYMMO CBSI3aH C TAKMMHU XapaKTePUCTHKAMH Kade-
CTBa, KaK IPO3PaYHOCTh 3€pHA M JIOJS Pa3pyIICHHBIX 3epeH
(Septiningsih et al., 2003).

AKTYANbHbIE TEXHONOT UMW FEHETUKN PACTEHUIA / MAINSTREAM TECHNOLOGIES IN PLANT GENETICS

L{BeToBBIE XapaKTEPHCTHUKH, KaK ¥ BHEIITHH BUJ 000I0YKN
3epHa, — TAK)KE BOYKHBIA HHIUKATOP 3a00JIeBaHUI PACTCHUI.
Haripumep, 3apaxkeHne pacteHni ¢y3apro30M BEIPayKaeTcs B
BHUJIE PO30BATOM MITH CHHEBATOM OKPACKH Ha 000JI0UKE 3epHa Y
rreHuIs! u ssamerst (McMullen et al., 1997). Ipyroe 3a0oie-
BaHUE, YePHBII 3apOJIBILII MIICHUIIBI, XapAKTEePH3yeTCs MOsIBIIe-
HHEM YepHBIX IATeH B o0macty 3aponsima (Draz et al., 2016).

LIBeT 3epeH MOXET TaKkKe ObITh KIACCHOUIUPYOLIMM
npuzHakoM pacteHuid. Enie B 1885 . F. Kornicke npemioxmn
HCIIONB30BATh IIBET 3ePHA U ONMUCAHHs OOTAaHWYECKHX pa3-
HoBuHOCTeH mmenuts! (Kornicke, Werner, 1885). Bo Bee-
POCCHIICKOM MHCTUTYTE I'€HETUUYECKUX PECYPCOB PACTEHUN
nmenn H.W. BaBuioBa ucmonb3yercs cucteMa 00TaHIMYEeCKIX
pasHoBHHOCTEH 11 mneHuIs! (JJopodees u np., 1979), B
KOTOPOH IIBET 3epHA — OJIHA U3 OCHOBHBIX XapaKTEPHCTHK.

l'eneTnueckniit KOHTPOIb (POPMUPOBAHUS OKPACKU KaK
3epeH, TaK M JPYTUX OPraHOB PACTCHHH OCYIICCTBIACTCS Te-
HaMH, KOJIMPYIOMINMH (DepMEHTBI, BOBJICUCHHBIE B OMOCHHTE3
NHUTMEHTOB, a TAKXKe PEeryISTOPHBIMH reHaMu (XJIecTKHHa,
2014; Lachman et al., 2017; IlloeBa u np., 2018). dns psina
MUTMEHTOB ATH T'€HbI MCCJIEOBAHBI JJOCTATOYHO XOPOILIIO,
BIUIOTH JI0 MOJHOH pacn(ppOBKH HX HYKJICOTHIHBIX I10-
CJICZIOBATENILHOCTEH M pacroioxkeHus: B reHome. OHaKo
JUIsl HEKOTOPBIX IIMTMEHTOB, TAKHUX, HAIIPUMEP, KaK MEJIaHHH,
BBI3BIBAIOLINIT YEPHYIO OKPACKY 3€PEeH SUMEHS, MOJIEKYILIP-
HBIC MEXaHU3MbI OMOCHHTE32 CIlIe TTOJTHOCTHIO HE N3BECTHEI
(Glagoleva et al., 2017; IlloeBa u np., 2018).

[Tpn n3ydeHNH MeXaHU3MOB I'€HETHYECKOTO KOHTPOJIS
OKpACKHU 3€peH CENCKIMOHEPbl U TCHETUKH CTAKUBAIOTCS
C HEOOXOMMOCTBIO OIICHKH LBETOBBIX XapaKTEPUCTUK WX
00omouxn. K TeXHIUeCKNM CpeicTBaM peIIeHHs dTOH 3a1a9u
OTHOCSTCSI IIPEKIE BCETO CIEKTPO(OTOMETPHI, TO3BOJIAIOIINE
C BBICOKOI TOYHOCTBIO XapaKTepPHU30BaTh KaK [[BETOBBIC, TAK
U TEKCTYPHBIE XapaKTePUCTUKH 3epeH. OHU NMPUMEHSIOTCS
JIABHO ¥ YCIELIHO, CIy)KaT CTaHAapTaMH ISl OLICHKHU I[BETa
ouonornyeckux odbekros (Black, Panozzo, 2004; Garg et
al., 2016; Machalkova et al., 2017). IpyruM momxoaom siB-
JSIETCSI NCTIONB30BAHKE CIIEKTPOMETPOB, UMEIOIINX JANANa30H
JUTMH BOJIH KaK B BUJMMOM, TaK ¥ OJIMKHEM HH(PPAKPaCHOM
y4acTKax CIEKTpa (THIEepPCIEeKTPAIbHBIX KaMep BUIUMOIO U
o6mmkHero uH(ppakpacHoro nuamnazoHoB) (Black, Panozzo,
2004; ElMasry et al., 2019). Ho 310 goporocrosiiue Kame-
PBI, 0COOEHHO KaMephl ¢ BEICOKUM pa3pelieHHeM, KaK Ipo-
CTPAHCTBEHHBIM, TaK M CHEKTPAIbHBIM. AJIbTEpHATHBA —
HCIOJIb30BaHUE IUPPOBBIX (POTOKAMEpP, 00ECIICUNBAOIINX
BBICOKOKAUEeCTBEHHBIE H300payKeHHs ¢ BEICOKUM IIPOCTPAH-
CTBECHHBIM U IIBETOBBIM pa3perieHrneM. CTOMMOCTb HU(POBBIX
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(hoToKaMep MOCTOSTHHO CHMYKAETCS, U B HACTOSIILIEE BPEMSI OHU
IIMPOKOJOCTYITHBI, @ ChbEMKa /1aKe Ha JTFOOUTEIbCKYIO KaMe-
Py MO3BOJISIET JENIaTh CHUMKH BBICOKOTO Pa3peIIeHUs U Kaue-
crBa. B nocnennee Bpems B 001acT peHOTHITMPOBAHHMS pac-
TEHWI HHTEHCUBHO Pa3BUBAIOTCS METO/IbI OIIEHKH IIBETOBBIX
U TEKCTYPHBIX XapaKTEPUCTHUK 3€PEH 3JIaKOB, OCHOBAHHbBIE
Ha aHaJn3e JAByMEPHbBIX H300paKeHUH, TOJIyYeHHbIX 1I(po-
BBIMH KaMEpaMH.

B HacrosmeM MHHH-0030pe MBI IPEICTABUM OCHOBHBIC
HAaIpaBJIeHHsI TPUMEHEHHS METO/I0B KOMITBIOTEPHOTO aHaIN3a
I[BETOBBIX M TEKCTYPHBIX XapaKTEPUCTUK 3€PEH 371aKOB, MIPHU-
BE€IEM IIPUMEPBI UX MPAKTUYECKOTO UCIIOIb30BAHNUS.

3ap,atm, CBA3aHHblIe C aHaJIN30M

LiBETOBbIX M TEKCTYPHbIX XapaKTepucTuk
n306pakeHuin 3epeH

OIHO M3 aKTyaJbHBIX HAIllPABICHUI NTPUMEHEHUs aHalHn3a
N300paKeHNH 3epeH — 3To Kiaccudukanus. Ee menn moryT
ObITh pazHbiMU. Harpumep, HEOOX0ANMO OTHECTH PaCTEHHUE
0 NIPU3HAKaM I[[BETa/TEKCTYpHI €ro 3epHa K OJHOMY M3 He-
CKOJIKHX BO3MOXKHBIX TeHoTHITOB (Pourreza et al., 2012; Ol-
gunel al., 2016). B Takux 3a/1a4ax 4acTo K mapamerpam LBeTa
U TEKCTYPBI JOMOJHUTEIBHO HCIIONB3YIOT XapaKTEPUCTHKH
pa3mepa u popmsl 3eper (Majumdar, Jayas, 2000; Chaugule,
Mali, 2014; Sabanci et al., 2016).

INoxorkas 3aia4a — COPTUPOBKA 3€PEH MO KaueCTBY Ha OC-
HOBaHUU I1BeTa U TeKCcTypsI (Pearson, 2010). s MmaccoBoro
aHanM3a OOJIBLIOrO KOJMYECTBA 3epeH pa3padaThIBaoTCs
COPTEPBI, TTO3BOJISIONINE OTACIUTE 30POBbIE 3€pHA OT II0-
BPEXKACHHBIX U OT Pa3IM4HOro Mycopa. Paboram B obnactu
OLIEHKHM KayecTBa 3ePEH Ha OCHOBE aHaJlM3a W300pakeHHH,
BKJTIOYAsl M THUIEPCHEKTpaNbHbIe, ocBsamieH 0630p (Huang
et al., 2015). B uccnenoBannu Z. Gong ¢ xoyuteramu (2015)
MPEACTABJICHBI TAKXKC MHXCHCPHBIC MOAXOAbI I PCUHICHUA
3a7a4y Olpeie]IeHHs KauecTBa 3epHa.

WHorna paccMaTpuBaloT pas/enieHne 3epeH TOIBKO M0 UX
THUITy OKpacku (kpacHas uiu Oenas). Tak, B pabore (Ram et
al., 2002) ¢ moMomIBI0 CIIEKTPOPOTOMETPa U CIIEKTPOMETPa
MOCTPOCHA IPOIIEAYpa ISl ONPEAETICHUS IIBETa 000IOUKH
3epHa Y KPacHO3EPHBIX M OEJI03EPHBIX COPTOB IMIICHUIIBI.
T.N. McCaig ¢ xomreramu (1993) mpoBenn knaccuuKanuio
Ha KpacHO3EpHBIE ¥ 0eJI03epHBIE COPTA C TOMOIIBIO CIIEKTPO-
METPHUUECKHUX JTJAHHBIX /11 262 TeHOTUIIOB KaK MSITKOM, TaK U
TBepoH niueHubl. Ha 0cHOBe aHa/IM3a IBETOBBIX XapaKTepH-
CTHK ONIPENISISIFOTCS TAKXKE 3ePHA, TOPaKCHHBIC TATOrCHAMH
(Ahmad et al., 1999; Goriewa-Duba et al., 2018) wiu mexa-
audecku (Delwiche et al., 2013). Heo6xomumMo OTMETHTB, UTO
HapaBHE C aHAITN30M U300paKeHUH IIPH PEILICHHN YKa3aHHBIX
3aaa4 4acTo MPUMEHAOTCA METOABI MAllIMHHOT'O OGy‘IeHl/IH n
nckycctBeHHOTo nHTEUTekTa (Patricio, Rieder, 2018).

Cncrtembl KOOANpPOBKU LiBeTa

[{BeT MOBEpXHOCTH — XapaKTEPUCTHKA €€ CIIEKTPaIbHOM OT-
pakaTeJIbHOM CIIOCOOHOCTH, KOTOpask MPEACTaBIsET COO0M
pe3yabrar JelcTBHsS MHOT'MX (haKTOpPOB, TAKHX Kak IOIJIO-
IIEHNE M3JIy4eHUs] OT MCTOYHHMKA CBETA HA Pa3HbIX JUIMHAX
BOJIH, €ro oTpaxeHue u paccesuue (Popcaiit, [Tonc, 2004).
Haunbonee noiaHo mapaMeTpsl OTpaykeHUs MU MOIIOUICHUS
W3JTy4eHHs B Pa3HbIX MHTEpBalaX JUIMH BOJIH MOTYT OBITH
OILICHEHBI CHEKTPOMETpaMu. B OONBIIMHCTBE e OOBIYHBIX
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U(POBBIX KaMep UCIMOJb3YIOTCS MaTPULbl, pearupyroiue
Ha OTPaXCHHOE HM3JIy4YCHHE B JUAITa30HE BUAMMBIX TIIa3y
JutrH BoiH (400—780 ™). CrietyeT OTMETUTD, YTO BOCIIPHSI-
THE [IBETa YEIOBCUCCKUM IJIa30M UMEET CBOM OCOOCHHOCTH,
CBSI3aHHBIE CO CTPOCHHEM 3pPUTEILHOTO ammapara: MexIy
BOCTIPHSATHEM I[BETA TOBEPXHOCTH ITa30M H €€ CIICKTPATEHON
OTpaKaTeJIbHOW CIIOCOOHOCTRIO HE CYIISCTBYET OJHO3HAYHO-
TO cOOTBeTCTBUS. HarprmMep, OfnH 1 TOT e OTTEHOK Ceporo
I[BETa MOXKET OBITH BOCIIPOHM3BEICH OTPasKCHHBIM H3ITyYCHUEM
C COBCPHICHHO PA3JIMYHBIMHU MHTCHCUBHOCTAMU JJId pa3HbIX
JUTHH BOJH.

[Tpu u3ydeHnH 9eII0BEUSCKOTO BOCTIPHSTHS [IBETA OBLIO BBI-
SICHCHO, YTO JOCTATOYHO TPEX OCHOBHBIX IIBETOB — KPACHOTO,
3eJICHOTO ¥ CHHETO, — YTOOBI IIPH MX CMEIIMBAHUH B Pa3INd-
HBIX MPOTIOPIHUSAX MOJTYIHTh BCE OCTAIBHBIC BOCIIPHHAMAC-
Mble yenoBekoM 1sera (Popcaiit, ITonc, 2004). DToT BEIBOA
MOATBEPIKIACTCSA CTPOSHHEM YEIOBEUECKOTO T1asa, Tak Kak
YeIIOBEYECKasl CeTUATKa TIa3a HMEET TPH BHUJIA PEICTITOPOB
(k0yI004EeK), OTBETCTBEHHBIX 32 I[BETHOE 3PCHHE.

Jst iupoBOTO TIpEACTAaBICHHS [BETOB pa3paboTaHBI
Pa3IUYHBEIC IIBETOBBIC MOJACTH (I[BETOBBIC IPOCTPAHCTBA).
I[BeToBast MOfIEIb 33aCT CUCTEMY KOOPIUHAT, B KOTOPOU
OJHO3HAYHO OTpenessoTes 1BeTa. CyImecTBYeT HebIi P
Pa3IMYHBIX IIBETOBBIX MOJICIICH, KOTOPBIC OBLITH pa3paboTaHbI
JUTSL HAWJTYYIIero croco0a OMMCaHus [[BETA B TAKUX CUCTEMAX,
Kak TeleBuaAeHue, (OTO- M BUACOKAMEPHI, IIBETHAS I1€YaTh.
W3 manbosee 4acTo MCHOIB3YyEMBIX B aHAIHM3E IUPPOBBIX
n300paKEeHUH pacTeHU HEOOXOIUMO OTMETUThH CJICTYFOLIHE.

IIBeToBast Monenb RGB — Hanboiee U3BeCTHOE I[BETOBOC
MPOCTPAHCTBO, B KOTOPOM IIBET KOAUPYETCS OTHOCHUTEIHHON
MHTEHCUBHOCTBIO TPEX €ro KOMIMOHEHT: KpacHo# (R), 3erne-
Hoii (G) u cuneit (B). DT KOMITOHEHTHI OITUCHIBAIOTCS IIEITBIMU
ypciaMu, 4daiie Bcero ot 0 1o 256. UeM Oosblile 3HAYCHUS,
TEM BBIIIIC HHTCHCUBHOCTS I1BeTa (IpKOCTh). [[BeTa ¢ onnHa-
KOBBIMH 3HAUCHUSAMH KOMITOHEHT SIBIISIOTCSI OTTEHKAMH CEPO-
r0 I[BeTa. Takoe MpencTaBICHUE UCTIONB3YETCsl B OCHOBHOM B
MOHUTOpax U MU(POBBIX KaMepax.

Mogens HSV (HSB) — mBeToBOE mIpOCTpaHCTBO, TpE-
J0XeHHoe B cepeanHe 1970-X IT. 1 NCHOoNb3yIoIIee TPH KOM-
noHeHTsI 11BeTa. [[BeToBoi Ton (Hue) Bapbsupyet ot 0 10 360
U OTIpeneNsieT IBETHOCTH (3HaueHus, onm3kue K 0 mu 360,
COOTBETCTBYIOT KpacHOMY 11BeTy, 60 — xenTomy, 120 — 3ene-
Homy, 180 — romyGomy, 240 — cunemy, 300 — MaJTMHOBOMY).
Hacermennocts (Saturation) uMeet TeM OOJbIIME 3HAUYCHUS,
YeM HACHIICHHEH OTTEHOK IIBETA, & MaJIblc 3HAUCHHUS TTapa-
METpa COOTBETCTBYIOT OTTeHKaMm ceporo. Spkocts (Value/
Brightness) nprHIMaeT MEHbIINE 3HAYCHNUS IJTsI TEMHBIX I[BE-
TOB, OoJbIIve — 71 ApKUX. ONUH U3 HEIOCTATKOB IIBETOBBIX
moneneir HSV u RGB 3akiroyaeTcss B TOM, 4TO KOJUYECTBO
Pa3IMYIMBIX TJIA30M YPOBHEH HACBHIIIIEHHOCTH U OTTEHKOB B
9THUX [[BETOBBIX IIPOCTPAHCTBAX YMEHBIIIACTCS TIPU TIPUOITH-
>keHUH sIpkocTH (V) K HYIHO.

Mopgens CIE L*a*b* — 310 mpennoxxenHoe B 1976 . Mex-
JlyHapoIHOU KoMuccrei o ocsemnieruto (International Com-
mission on [llumination, CIE) rieroBoe npocTpaHcTBo, 00ec-
TIEYUBATOIIIEee OHOPOIHOE N3MEHEHHUE IIBETOB C TOUKHU YEII0-
BEYECKOTO 3pEHHS. DTO O3HAYALT, YTO KPATHOC YBEIHUCHHE
HJIN YMCHBIICHUC MHTCHCHUBHOCTU LBCTOBLIX KOMIIOHCHT
BOCTIPHHIMAETCSI YEIIOBEKOM COOTBeTCTBYyIomIe. K mpumepy,
JIBYKPATHOE YBEIMUCHHE KOMIOHECHTHI SIPKOCTHU OYJIET BOCIIPH-
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HHMarThCsl 4eJIOBEYECKUM I71a30M KaK JIByKpaTHOE yBEINYCHNE
sapkoctu nukcens. Kak u 8 HSV, B CIE L*a*b* 3nauenne
SPKOCTH (KOMIIOHEHTa L*) OTAelIeHO OT XpoMaTHYecKou
cocrasisitonei ngera (Pathare et al., 2013). ITapamerp L*
SBIISICTCS MTPUOTU3UTETBHOI OIIeHKOM spKocTh. [TapameTp a*
MPUHAMACT TOJIOKHUTEIbHBIC 3HAYCHUS IS KPAaCHOBATBIX
[[BETOB W OTPHLATEJbHBIE — JUIsl 3€JICHOBAThIX, TOT/A KaK
nmapameTp b* mpuHMMaeT MONOKHUTENbHBIC 3HAYCHUS IS
JKENITOBATHIX I[BETOB U OTPHUIIATCIBHBIC — IS TOITYOOBATHIX.
L{setoBast monesib CIE L*a*b* nanuia mupokoe npuMeHeHHe
B MPOTPAMMHOM O0ECTIE€YeHUH TSI 00pabOTKH H300paxe-
HUH ¥ [IBETOKOPPEKIUU. DTa MOJENb UCTIONB3YETCS IS Pe-
3yJbTAaTOB OLIEHKH XapaKTEPUCTHK I[BETA B CIEKTPOQOTO-
MeTpax.

CyIecTByeT TakXKe IENbId PsiA APYTHX [BETOBBIX IIPO-
CTPaHCTB, X ONKMCaHHE U XapaKTEePHUCTHUKH MOXXHO HAWTH B
CHeMaIbHON JUTEpaType Mo aHaIu3y n3odpakeHwui (Du-
cenko B.T., ®ucenko T.1O., 2008; JTomaces, ['Hatiok, 2009).
KOMIIOHEHTHI ISl OIHOTO U TOTO K€ LBETA B Pa3IUYHBIX
CHCTEMaX CBS3aHBI MPaBWJIAMHU TPeoOpa30BaHU, T0ITOMY,
3Hasl 3HAUCHWSI [IBETOBBIX KOMIIOHEHT [IBETA B OHOM CHCTE-
Me, BCerJa MOYKHO BBIYHMCIIUTh 3HAUCHUS! KOMIIOHEHT 3TOTO
I[BeTa B JAPYTUX [IBETOBHIX NMpocTpaHcTBax. Hampumep, u3
3HauyeHUH KOMIOHEHT RGB MOXHO BBIUHMCIWTH 3HAUEHUS
1[BETOBBIX KOoMITIOHEHT HSV u Haobopor. Bee 3To mo3Bosnser
B 3aBHCHMOCTH OT 33aJaydl BBIOPATh Ty WM HHYIO MOJEINb
TIPEACTABICHNUS IIBETa H300PAKCHUS.

B 3aauax KOMIBIOTEPHOTO 3PEHMSI M aHAJIN3a [BETOBBIX
XapaKTepUCTHK HamOoJee MHTEPECHBI TaKne IIBETOBBIE MO-
nenu, kak HSV u L*a*b*, B KoTophIX 1[BeTa IpeICTaBICHBI
C TOYKH 3pPEHUS TaKUX )K€ IOHATHI, KOTOPHIMH ONEPUPYET
YEIIOBEK MPH OTMCAHHH I[BETA — [BETOBOTO TOHA, HACKHIIICH-
HOCTH, SIPKOCTH (CBETJIOTHI).

AHanus LBETOBDIX XapPaKTePUCTUK 3epeH
W300pakeHns, UCNIOIb3yEMbIC PH aHAJIN3€ 3EpPeH, KaK
MPaBUJIO, MTOJTy4eHbI HU(PPOBBIMU Kamepamu B Mozenu RGB
B PE3y/IbTaTe ChEMOK B JIJAOOPATOPHBIX YCIOBUSIX HPH KOHT-
POJNIMPYyEMOM OCBELICHUH. 3epHa Ha W300paKCHUN OOBIYHO
pacronararoTcst Ha KOHTPacTHOM (pOHE TaKUM 00pazoM, uTo
MEXy HUMH OTCYTCTBYyeT kacanue (Sabanci et al., 2017; Go-
riewa-Duba et al., 2018). DToT TpOTOKON TaET BO3MOKHOCTh
UCII0JIb30BAaTh ISl aHAJIN3a XapaKTEPUCTHKH HE TOJIBKO 1[BETa
Y TEKCTYPBI, HO TaKkxke (JOpMBI M pasMepa 3epeH. B HekoTopbIx
MCCIICIOBAHUSX U3Y4aloTCs 00bEMHBIE 00pas3Ibl, B KOTOPBIX
3epHa IUIOTHO KacaroTcst apyr apyra (Pourreza et al., 2012;
Olgun et al., 2016). B Takux padorax, Kak IpaBUIIO, OTACITb-
HBIC 3epHA HE PACIIO3HAIOTCS, ONPENCIISIOTCS TEKCTYPHBIC U
L[BETOBBIE XapaKTEPUCTHKH BCEro oOpasua.

B ciaygae ananm3a n300pakeHUI OTIETBHBIX 3epeH HE00-
XOJIIMO BBIZICTIUTH UX 00pa3bl. JJIst 5TOTO MPOU3BOAT MIPE/-
BapUTEJIbHYI0 00pabOTKy n300pakeHHH (CriiaKMBaHKe, yia-
JICHWE IITyMa, TIOCTOPOHHUX OOBEKTOB), CETMEHTAITHIO IS
nneHTudukanuy odacTel 1300paXeHNH, COOTBETCTBYIOIINX
3€pHaM. 3areM BBIIOJIHICTCS M3BJIEUCHHE KOJMYECTBEHHBIX
TIPU3HAKOB N300paXeHuH U1 3THX obnacteii. Cremyer oTMe-
THUTb, 4TO NPH TMOTYYCHUH N300paKeHUH JOCTATOUHO TPYTHO
KOHTPOJIMPOBATh YCIOBHUS OCBEILEHUSI, 0COOCHHO €CJIM CheMKa
MIPOMCXOTUT HE B ycIOBUAX (poTomabopatopuii (Berry et al.,
2018). ITosToMy Tpu aHaJIM3€ IBETOBBIX XapaKTEPHUCTHUK
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AHanu3 LBETOBbIX 1 TEKCTYPHDBIX XapaKTepUCTUK
3epeH 3/1aKOB Ha LUPOBbIX N300paKEHNAX

M300paKeHUH MOJIE3HO MPUMEHSTH LBETOBYIO KOPPEKIHIO
Ha OCHOBE CHELHAIbHBIX I[BETOBBIX ITA0JOHOB — KapTOUEK,
MMEIOINX SUCHKHU C 3apaHee 3aJaHHBIMH CTAHIapTHBIMU
useramu (Berry etal., 2018; Genaev et al.,2019; Alemu et al.,
2020).

Ha n3o0paxkeHnn o0acTH, COOTBETCTBYIOIINE 3epHAM,
COCTOSIT U3 COTEH MHKCeJIeH, KaX/IbIi U3 KOTOPBIX 001anaeT
CBOMMHM XapaKTEPUCTHKAMH I[BETA B BEIOPAHHOM IIBETOBOM
MPOCTPAHCTBE (HANPUMEp, TPEeMs 3HAYCHUSIMA KOMITOHEHT
R, G, B). [Toatomy mjist ontucaHus [IBETa 3THX 00BHEKTOB HAK-
6oJiee 9acTo UCHOMb3YIOTCSI CTATUCTUYECKHE XapAKTEPUCTUKH
I[BETOBBIX KOMITOHEHT. [Iperk/ie BCero paccunThIBAIOTCS TH-
CTOTPaMMBbl paclpeielIeHUil MUKCeIel M0 UHTEHCUBHOCTHU
JUTS KaXKJIOW U3 IIBETOBBIX KOMIIOHEHT, HE3aBUCHMO OT IPYTHX
KOMIIOHEHT W PACHOJIOKEHHS MUKCeNeH Ha N300pa’KeHNH.
Ha ocHoBe riucTorpaMm paccunThIBAIOTCS TAKUE TaPaMeTphl,
Kak cpeJHee, UCIePCHs, aCHMMETPHSI U SKCIIECC pacipesie-
JICHUS! TIMKCEJICH 110 MHTEHCUBHOCTH JUISl KXKA0H IIBETOBOM
komroHeHThI (Ahmad et al., 1999; Majumdar, Jayas, 2000).
OTH BETMYNHBI B JATbHEHIIIEM IPUMEHSIOTCSI IS OTTUCAHUS
I[BETOBBIX CBOWCTB 3€pEH.

Taxk, T. Pearson u D. Brabec (2008) pa3pabotanu cucremy
MAIIMHHOTO 3PEHUsI AJIs1 AaBTOMATU3MPOBAHHON OIIEHKH H
COPTHUPOBKH 3€PCH IIICHUIIBI U IPYTHX 3€PHOBBIX B pe-
JKMME peaslbHOro BpeMeHH. M3o0pakeHust ¢ paspelieHremM
640 x 480 mukcerneit OB MOTYYCHBI ¢ TIOMOIIBIO KaMEpPhI U
JUIsl aHallM3a MepeaBajIich Ha MEPCOHAIBHBIA KOMIBIOTED,
KOHTPOJHMPYIOIIUK paboTy BO3AYLIHOIO KilaraHa, ocpe-
CTBOM KOTOPOT'0 OCYII[ECTBIISIACH copTHpoBKa. Kitaccuduka-
IIMOHHBIMH TIPU3HAKAMH BBICTYIIAJIN TUCTOT PAMMBI HHTCHCHB-
HOCTH, CPE/IHEE U CTAaHAPTHOE OTKIIOHEHNE MHTEHCUBHOCTEH
kaHanoB RGB (B obmieit cnoxxnoctn 198 mpusHakoB ams
Kak70ro obpasa 3epHa). s kiraccuuKaiuy ITpUMEHSIICS
JIMHEHHBIA JUCKPUMUHAHTHBIA aHaId3. TOYHOCTh CUCTEMBI
IIPU COPTHPOBKE KPACHBIX M OEIIBIX 3€PEH TBEP/IOH MIIIEHUIIBI
coctaBuna ot 94 1o 99 %, B 3aBUCUMOCTH OT COPTa MILEHH-
Ibl, CKOPDOCTH MO/Iau¥l M KOJIMYECTBA KIACCUPHUKAIIMOHHBIX
MPU3HAKOB.

N.S.Visen ¢ xomuteramu (2002) cpaBHIIM TOYHOCTH pa3-
JIMYHBIX apXUTEKTYP MPOCTHIX U CIICHUATU3UPOBAHHBIX HEH-
POHHBIX CeTel B 3a1aue Kiaccuukaum 3epHOBBIX. Ha Bxon
HEHPOHHBIX CETEH MOo/IaBaIICh 3HAYCHHSI MOP(OIIOTHUECKUX U
IBETOBBIX IPHU3HAKOB 3€PCH IMIICHUIIbI, AYMEHA, OBCA U PiKHU,
paccuuTaHHbIE HA OCHOBE [[BETHBIX M300paXXEHHH, TOITyYeH-
HBIX OU(POBOH Kamepoi. B kauecTBe IBETOBBIX MPU3HAKOB
PacCUUTHIBAINCH XapaKTEPUCTHKU PACIIpeeNICHUs] YPOBHEH
Ceporo IS MUKCeNIel: cpeanee, MeAnana, MoJa U CTaHAapT-
HOE OTKJIOHeHHe. Hawmydrast cpeiHsist TOUHOCTb JUIst pa3iind-
HBIX KyJIbTYp B 98 % ObL1a IOCTUTHYTa C UCIIOJIb30BAaHUEM
CTELUATIM3UPOBAHHBIX BEPOSTHOCTHBIX HEHPOHHBIX CETEH.

B pabote K. Goriewa-Duba ¢ xomureramu (2018) aist nzy-
4yeHust HOPMBI U 1IBETa 3€PEH IIECTH BUJIOB IIICHHUIBI OBLIH
MOJTy4YeHBI M(POBBIE H300paKEHNS C TUIAHIIIETHOTO CKaHepa.
Y4eHble MCCIEN0BAIM BIMSHUE 3apaskeHUs] YHIODUTHBIMU
rpubamMy Ha LBET CEMEHHOW O0OJIOUKH, a TaK)Ke OLlEHHBa-
JIM LIBETOBBIC XapaKTEPHCTHKH 3€PEH ISl Psifia TEHOTHUIIOB
TMIICHAIBI, OTIMYAIOIINECS] BBICOKMM T'€éHETHYECKUM pa3Ho-
obpasuem. O6pabOTKy N300paKESHUH TPOBOAMIIN C TIOMOIIIBIO
nporpamMmMbl Imagel. Onpenensnnuce Takue XapakKTepUCTUKA
(hOopMBI, KaKk IUIOMIAb, HEPHUMETP, OKPYIIIOCTh, COOTHOIIIE-
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HHE IVIaBHBIX OCEH, OKPYIVIOCTb U PsII APYTUX MapaMeTpoB.
[1BeTOBBIEC TPU3HAKK BKIJIIOYANIN CPEHNE 3HAUCHNS KAHAJIOB
uBeToBbIX Moaeneii RGB, HSI, L*a*b*. Ananus riaBHBIX
KOMITOHEHT, TIPOBEJICHHBIH JUIsl 3€PEH Pa3InuHbIX TEHOTHUIIOB,
MIOKA3aJI, 4TO [{BETOBbIE IPU3HAKH 3€PEH BHOCST CYIIECTBEH-
HBIH BKJIJ B TEPBYIO IIABHYIO KOMIOHEHTY AMCHEPCHU U
OTHOCSITCS K BOKHEHWIINM NPU KIacCU(UKAIMU MIIESHUL] Ha
pa3HbIe TEHOTHUIIBI.

A. Alemu ¢ xomteramu (2020) mpoBeny aHaJIU3 MOJHO-
TeHOMHBIX accolualui HykieoTuaHbIX 3aMeH (GWAS) B
normymAnuy 192 reHoTUOB TBEPABIX MIIeHHUIT Triticum durum
n3 D¢puonun ¢ XapakTepUCTHKaMH (OPMBI M I[BETa 3EPEH.
[Tapamerpamu GopMbI SBISIIMCH JJIMHA U LIMPHHA 3€PEH, a
I[BETA — CPE/IHHIE 3HAYCHHUSI KOMIOHEHT B CUCTEME KOANPOBKH
L*a*b*. [l 1BETOBBIX IPU3HAKOB BBISIBICHO 11 JTOKYCOB KO-
nnyectBeHHbIX npusHakoB (QTL): 1 — anst komnoneHTs! a*
(pacnomarancst Ha XxpoMocome 2A), 5 — 11 KOMIIOHEHTHI b*
(xpomocowmsl 1B, 3A, 4B, 5A, 7B) u 5 — anst kommoHeHTHI L*
(xpomocomsl 1A, 2A, 7A u 7B).

XapaKTepucTuKkn TeKCTypbl M306pakeHuin

B 3afjla4e aHaJIn3a 3epeH

TexcTypa — cocTaBisionas H300pakeHusI, 0TOOpaXkaromas
BU3yaJIbHBIC CBOWCTBA MIOBEPXHOCTEH MIIM 0OBEKTOB (11epo-
XOBATOCTh, HAIMYKE PEryIpHBIX y30poB). [loHATHE TEKCTY-
PBI CIOXHO (hopMann3yeTcs, Tak Kak OHO B 3HAYMTENILHON
CTETNeHH 3aBHCUT OT MacumTaba M HE MMEET KaKuX-Iu0o
OrpaHMYCHUH NATTEPHOB, U3 KOTOPBIX COCTOUT. JINCT Ha M30-
OpakeHHH — 3TO OOBEKT, a JINCTBA — YK€ TEeKCTypa. MOXKHO
BBIJICIIUTH MTPOCTHIE TEKCTYPHI, KOTOPBIE COCTOSAT U3 YIOPs-
JOYCHHBIX Y30POB WX NPAaBUJIIbHBIX 3JIEMEHTOB — TCKCTOHOB
(Dopcaiit, [Tonc, 2004). OTnuuuTenpHAs YepTa MPOCTON
TEKCTYPbI — PETYJISIPHOCTD, TOBTOPSIEMbIE MIJIN YACTUYHO BOC-
IMPOU3BOAMMBIC DJIEMCHTHI Ha HeKOTOpOﬂ TOBEPXHOCTH HUJIN
o0bekTe. Jpyrue TeKCTypbl MOTYT HMETh 3HAYUTEIBHO OoJtee
CIIOXKHYIO CTPYKTYDY.

Jis onucaHusi TEKCTYypbl M300pasKeHHsI TPUMEHSIOTCS
Gotee CII0XKHBIE TTOJXO/IBI TI0 CPABHEHHIO C aHAIIM30M I[BETA,
MIOCKOJIBKY TEKCTYpa OTIIMYAETCs B3ANMHBIM POCTPAHCTBEH-
HBIM PACIIOJIOKEHUEM TUKCENIEH ¢ pa3IMYHOM UHTECHCUBHO-
CTBIO I[BETOBBIX KOMIOHEHT. Kak M 1[BETOBBIE, TEKCTypHBIE
XapaKTEPUCTUKU MOTYT OBITh OIPE/ICIICHBI HA OCHOBE CTATH-
CTHYCCKUX MCTOA0B, ITIO3BOJIAIOIINX OLICHUTH TAKUC CBOICTBa
THCTOTPaMMBI XapaKTEPUCTHK UCXOIHOTO N300paskeHNS, KaK
cpeziHee, TUCTIePCHsl, aCHMMETPHS, SKCIIECC.

XapaKkTepUCTUKH TEKCTYPbI ONPEIEIISIOTCS ISl OJJHOTO Ka-
HaJla H300pakeHMsI, KaK ITPAaBIII0, H300payKeHNS B TPaIaIliisix
Ceporo, T. €. OT OIMCAHMS [[BETOBBIX XapaKTEPUCTHK MUKCEIIS
(TpU KOMIIOHEHTHI) MEePEeXOAAT K OMUCAHUIO JHIIb TOIBKO
o01Iel ero MHTEHCUBHOCTH (OIHA KOMIIOHEHTa, [ (X, ), T1Ie
X, ¥ — KOOP/IMHATBI TTHKCEJIS).

I[J'IH OIMMCAHHUs COBMECTHOM BCTPCUAEMOCTH MHTCHCHUB-
HOCTEH COCEIHMX MHKCEeNel Ha M300pakeHUH BBIYHCIIICTCS
Marpuia cosnaaeHus yposueit ceporo (GLCM, Grey Level
Co-occurrence Matrix) (Ilpunoxenne: Tadn. 1, popmymna 1)1,
IpeacTaBIsAomas codoi THCTOrpaMMy BTOPOTO TOPSIAKA
(Haralick et al., 1973). Bropoii mops0k 0o3Ha4aeT, 4To Mar-
pHULA ONMUCBIBAET PACIPEICIICHUE UHTEHCUBHOCTEN I T1ap

1 Mpunoxexne cm. no agpecy:
http://www.bionet.nsc.ru/vogis/download/pict-2020-24/appx3.pdf
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pa3NMYHbIX MUKCeNell Ha u300paxkeHHH. TakuMm oOpaszom,
YUUTHIBAIOTCS COYETAHUSI MHTCHCUBHOCTEH ISl 3THX map.
[Tpumep pacuera MaTpHUIBl COBMECTHOH BCTPEYAEMOCTH
YPOBHEH ceporo MOXHO Haiitu B padote (Actadypos ap.,
2014). Ha ocaoBe matpuirsl GLCM BBIYHCISIOTCS CTaTHCTH-
K pacIpeiesieHusI €€ JIEMEHTOB, TAKHX KaK OJJHOPOJHOCTH,
TOMOI'CHHOCTb, MOMCHTBI MHEPILINU, KOppEIAIUs, Pa3JINYHBIC
CpeaHue 3Ha4YeHNs, Aucrepenst v 3HTponus (M. [Ipunoxenne:
tabn. 2) (Majumdar, Jayas, 1999).

Marpuua Juiis cepuit yposHei ceporo (GLRM, Gray Level
Run-length Matrix) (cm. [Tpunoxenue: Tabma. 1, popmyma 2)
CTPOUTCS HA OCHOBE MH(OPMALINH O JAJIMHE CEPHH MTUKCENEH,
HMEIOIIUX ONMHAKOBYIO0 MHTeHCHUBHOCTH (Galloway, 1975).
OTu cepur MOTYT OBITh 33JaHbl PA3IMYHBIMU yPOBHIMHU
SPKOCTH W HANpaBlICHHEM JBH)KCHHUS OT OJHOTO IHKCEIS
K npyroMmy. Ha ocroBe marpuust GLRM paccuutsiBarorcs
TaKHe CTaTUCTUKH, KAK HEOAHOPOIHOCTh YPOBHSI CEPOTO, He-
OIHOPOTHOCTb JUTMH cepuii, KOO PUIIMEHT cepuii, SHTpoIHS,
00OpaTHBI Pa3HOCTHBIH MOMEHT, BTOPOH YIJIOBOH MOMEHT,
HEPaBHOMEPHOCTh YPOBHSI CEPOT0, HEPABHOMEPHOCTD JUINH
cepuii u npyrue xapakrepuctuku (Haralick, 1979).

Eme oanH cnoco0 onucaHus XapaKTEPUCTHK TEKCTYPbI
OCHOBAH Ha HCIIOJIb30BAHUM aBTOPErPECCHOHHON MOJEIH,
B KOTOPOW MHTEHCHBHOCTbH NMUKCEJS NMPOTHO3UPYETCS KaK
B3BCIIICHHAA CyMMa YETbIPEX WHTEHCUBHOCTEH COCCAHUX ITUK-
ceneii (Szczypinski et al., 2015). [Tapamerpamu Takoit Mogenn
SIBJISTFOTCSL BEC W JIUCTICPCHS OMINOKH TpeCKa3aHusl HHTCH-
CHUBHOCTH ITUKCECJIA. CyﬂleCTByIOT TaKXC MCTO/IbI OITMCAHUSA
TEKCTypBI, OCHOBaHHBIE Ha rTpeodpazoBanmsix Dypre, ['abopa
WJIH BeHBIIET-TIpeoOpa3oBanust (IpeoOpa3oBaHus BCIUIECKOB),
KOTOPbIC IIPUMEHAIOTCA 1JIA TOTO, ‘1T06LI 0XapaKTepru30BaThb
MIPOCTPAHCTBEHHOE PACIOJIOKEHUE MUKCEIEeH pa3InyHON
MHTEHCHBHOCTH Ha N300pa’KeHNH Ha OCHOBE €TI0 YaCTOTHBIX
XapaKTePUCTUK WM BEUBICT-KOMIIOHCHTOB (Szczypinski et
al., 2009). ITpuBeeHHBIC BBIIIE XapaKTEPHUCTHKN MO3BOJISIOT
c(hOpMHPOBATH CBBIIIE COTHN YUCIIOBBIX IIPU3HAKOB TEKCTYPHI
n3o0pakennii. Kak mpaBuiio, HCIOIb3YETCsl JIUIIb YaCTh U3
MIPUBECHHBIX XapaKTEPHCTHK.

[TprMepoM HCTIONB30BAHMS TEKCTYPHBIX XapaKTEPHCTHK
MpU aHAJIKM3e 3epeH CIykuT padora (Pourreza et al., 2012).
ABTOPBI aHATTU3UPOBAIIN H300PAKECHNUS 3EPEH JIEBITH COPTOB
TIICHAIBI, PACTIONIAraBIINXCS B KOHTEHHEpE, B YCIIOBHSIX HC-
KyCCTBEHHOTO OCBelleHUs (piayopecieHTHO# ammoi. [ljis
OTIMCAHUSI TEKCTYPbI BBIYUCIISIIIA MaTPHULIBI T N300paskeHN I
B TPaJallsiX CEpOTo: MaTPHIlA COBIAJICHUI yPOBHEH Ceporo
(GLCM), marpuna quyiuH cepuii ceporo (GLRM), onucanssie
BbIIIE. JIOMONMHUTENBHO Opany TpU XapaKTEPUCTHUKHU, KOTO-
pBIC ONPENEISIOTCS TeM, HACKOJIBKO MHTEHCHBHOCTH IICH-
TPaJIbHOI'O IMMUKCEJIA OTIIMYACTCA OT MHTCHCUBHOCTHU COCCTHUX
nukceneil B Matpuiie 3 x 3. JIokanpHBIE TaTTEPHBI CXOICTBA
(LSP, Local Similarity Patterns) (cm. ITpunoxenue: Ta0mn. 1,
dhopmyra 3) BBIYHCISIOTCS Ha OCHOBE Pa3HUIIBI MHTCHCHB-
HOCTEH LEHTPAIbHOIO U coceiHero nukcenel. Ecnu ona He
npesbiaet nopora SRR, To 3nauenune LSP coceanero nuk-
celns yCTaHaBJIMBAeTCsA PaBHBIM 1, B IPOTUBHOM ciydae — 0.
B pe3synprare 006x0/a 10 4aCOBOM CTpeNKe 8 MMKCeTe moiry-
YJaeTcsl BEKTOP U3 HYJICH U €AMHHII, KOTOPBIH XapaKTepru3yeT
COOTBETCTBUEC UHTCHCUBHOCTH LICHTPAJILHOT'O IIMKCEJIA U BCEX
ero coceneii. Eme ogHnM mapamMeTpom B 3TOH paboTe cTanm
nokanbHble OnHapHble nartepusl (LBP, Local Binary Patterns)
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(cwm. [Tpunoxkenue: Tadm. 1, popmysia 4). OHu ONpeaeIIsINCh
C y4eTOM BECOBBIX KO3()(PHUIIMEHTOB COCENHUX MHUKCENEH,
YMHOXEHHBIX Ha KOMIIOHEHTHl BekTopoB LSP. Hakownen,
XapaKTepUCTUKOW TEKCTYPhI B paboTe OBUIO TaKKe U YHCIIO
nokamsHOTO cxoncTa (LSN, Local Similarity Number) (cm.
[Tpunoxenue: tadm. 1, popmyna 5). DTO YHCIO MUKCETEH,
KOTOPbIC UMEIOT CXOJAHYIO BEJIMYUHY MHTCHCUBHOCTHU C ILICH-
TpaJIbHBIM IHUKCENIEM KBaJIpaTa pasMepoM p X p.

Janee st SIEMEHTOB YKa3aHHBIX IPU3HAKOB TEKCTYPBI
BBIYKCIISUTHCH PA3IMYHbIC CTATHCTHKH (CPEIHEE, CTAaHIaAPTHOE
OTKJIOHEHHE, YHTPOMHS | 1Ip.), Bcero 131 mpusnak. Pesymnpra-
THI TTOKA3aJIH, YTO TEKCTypHbIE MPU3HAKN 00J1a/1a)T1 HauBbIC-
et 3(h(HEeKTUBHOCTBIO KIIAaCCH(DUKAIIMK COPTOB IO CpaBHE-
HUIO ¢ ApyruMu. [llecTs n3 AeBSTH COPTOB OBIIN OIIPE/IEIICHbI
co 100 % TouHOCTBIO, @ /IBA JPYTHX KIACCH(UIIMPOBAHBI C
6onee uem 96 % TouHOCTHIO. VcTIONB30BaHUE XapaKTepH-
CTHK, MOTy4eHHBIX Ha ocHoBe Matpury LBP, LSP n LSN,
MOBBICHJIO TOYHOCTh KJIACCH(HUKALINH 110 CPABHEHUIO C TIpe-
AbIAYIIUMU UCCIIEAOBAHUAMMU. HﬂTb[leCSIT YETBIPC NPOLICHTA
13 50 OCHOBHBIX TEKCTYPHBIX MPH3HAKOB OBLIN OTOOPAHEI U3
rpynn npusHakoB LBP, LSP u LSN; cnenan BeIBOZ 0 TOM,
YTO XapaKTEPUCTUKU PACIPENEIICHNs YKAa3aHHBIX BBILIE I10-
KazareJsieil BHEC)IN 3HAYNTEIbHBIN BKJIAJ B UICHTU(DHUKAIIUIO
copTa MIICHHIIBI.

K. Sabanci ¢ koyuteramu (2017) pa3zpaboTaiiu cuCTeMy JUist
KJIacCU(UKALUK 3€PEH M0 MPHHAIIC)KHOCTH K PACTCHUSIM
MSTKOH M TBEPJOH MIIICHHI] HA OCHOBE KOMITBIOTEPHOTO 3pe-
HUs. BusyanbHble XapakTepuUCTUKU — pa3Mepsl (IIMHA, LTH-
puHa, mepuMeTp U 1wromans), BeT (R, G u B) u tekctypa
(KOHTPACT, KOPPEJIISILIHSL, SHEPTHSL, OAHOPOAHOCTD U SHTPOITHS).
B JOTMOJIHEHUE K 3TUM OCHOBHBIM ITOKa3aTeJIsIM paCcCYrUThIBa-
I0TCS €Ille AEBSATHh IPON3BOAHBIX. B mpormecce TecTupoBaHust
YTPOIIEHHBIH KIIACCU(PHUKATOP BBIYHUCIISET TUI 3€pHA C TOY-
HOCTBIO 99.46 % U copTUPYET 3epHa MIIEHUIBI C TOUHOCTHIO
100 %. 1nst oOydenust u mpoBepKH Kinaccudukaropa n3oopa-
sxerns 200 3epen mmreHuts! (100 xae6HpX 1 100 TBEpABIX
COPTOB) OBLIN CHSITHI KAMEPOW BBICOKOTO Pa3pelIeHHsL.

3aknioyeHmne

CriekTpo(OTOMETPBI, CIEKTPOMETPBI ¥ THIIEPCIIEKTPAIIbHBIE
KaMepsl — 3G (EKTUBHBIE ¥ HA/ISKHbIE TEXHOJIOTHH aHAIIN3a
W OLICHKH 3epeH 371aKkoBbIX. OJHAKO OHU JOPOTOCTOSIIHE,
0COOEHHO KaMepbl ¢ BBICOKMM pPa3pelIeHneM — IPOCTpaH-
CTBEHHBIM H CIIEKTPAJILHBIM. AJITEPHATHBOMN SABISETCS IIPH-
MEHeHHe HUPPOBBIX (HOTOKaMep, MO3BOJSIOLINX MONYYaTh
BBICOKOKaUECTBEHHbIE M300pa)KEHHsI C BBICOKUM MPOCTPaH-
CTBEHHBIM M LIBETOBBIM pa3peleHueM. MccnenoBanus noka-
3aJIM, 9TO MX MOJKHO 3(EeKTUBHO 33/1€HiCTBOBATh B KA4€CTBE
HaJACKHOI'0 U TOYHOI'O MHCTPYMCHTA JId PEHICHHUA MHOMXKE-
CTBa NPAKTHYECKUX 3a/1a4. BEICOKOE MPOCTpaHCTBEHHOE H
I[BETOBOE pa3peIICHNE TaKUX KaMep JaeT BOBMOXKHOCTh Jie-
TaJIU3MPOBAHHO aHAJIM3UPOBATh TEKCTYPHbIE XapaKTepu-
CTHKY 3€PEeH 3J1aKOBbIX. [lOMOIHAIOT TEKCTYypHbIE IPH3HAKH
[[BETOBBIC XapPaKTEPUCTUKH, NIPESICTABICHHbBIC B Pa3IMYHBIX
IBETOBbLIX MOJCIIAX.

TakumM 00pa3zom, UCIOIB30BaHUE IIBETOBBIX U CTPYKTYP-
HBIX XapaKTePUCTHUK TPH aHAN3e NU(PPOBBIX N300paKeHUH
3€pEeH 3JIaKOB M03BOJISIET A(P(PEKTUBHO PEIIaTh PsiJi BaXKHBIX
3a7a4 U UX KIacCU(pUKALUH, COPTUPOBKU M ONIPEICIICHUS
3a00JIeBaHUIA.

AKTYANbHbIE TEXHONOT UMW FEHETUKN PACTEHUIA / MAINSTREAM TECHNOLOGIES IN PLANT GENETICS

2020
244

AHanu3 LBETOBbIX 1 TEKCTYPHDBIX XapaKTepUCTUK
3epeH 3/1aKOB Ha LUPOBbIX N300paKEHNAX

Cnucok nutepatypbl / References

Amxuesa B.®., babdak O.I., lloesa O.10., Kunpuesckuit A.B., Xiect-
kuHa E.K. MornekynspHo-reHeTHYeCKre MEeXaHU3Mbl (popMHUpOBa-
HUS OKPACKH IIOJOB U CEMSH pacTeHUH. Bagunosckuil scypran ce-
nemuku u cerexyuu. 2015;19(5):561-573. DOI 10.18699/VJ15.073.
[Adzhieva V.F., Babak O.G., Shoeva O.Yu., Kilchevsky A.V., Khlest-
kina E.K. Molecular-genetic mechanisms underlying fruit and
seed coloration in plants. Vavilovskii Zhurnal Genetiki i Selektsii =
Vavilov Journal of Genetics and Breeding. 2015;19(5):561-573.
DOI 10.18699/VJ15.073. (in Russian)]

Acrtadypos B.I",, Esctorkun T.B., Kypesnosuu K.B., Ckopoxonos A.B.

CrarucTryeckas MoJesIb TeKCTYPHBIX MPU3HAKOB MIEPUCTON 00ay-
HOCTH 110 CIlyTHUKOBBIM cHUMKaM MODIS. Onmuka ammocghepor u
okeana. 2014;27(07):640-646.
[Astafurov V.G., Evsyutkin T.V., Kuriyanovich K.V., Skorokho-
dov A.V. Statistical model of cirrus cloud textural features based
on MODIS satellite images. Optika Atmosphery i Okeana = Atmo-
spheric and Oceanic Optics. 2014;27(07):640-646. (in Russian)]

JomaceB M.B., I'nattox C.II. LiBet, ympaBieHue LBETOM, LBETOBbIC
pacuets! u u3mepenus. CI16.: [Tutep, 2009.

[Domasev M. V., Gnatyk S.P. Color, Color Management, Color Cal-
culations and Measurements. St. Petersburg: Piter Publ., 2009. (in
Russian)]

Jopodees B.®., ®unarenko A.A., Murymosa 3.D., Ynaunn PA.,
Skyouunep M.M. Kyneryphast ¢gaopa CCCP. T. 1. [Mmenuma. JI.:
Komnoc, 1979.

[Dorofeev V.F., Filatenko A.A., Migushova E.F., Udachin R.A.,
Yakubtsiner M.M. The Cultural Flora of the USSR. Vol. 1. Wheat.
Leningrad: Kolos Publ., 1979. (in Russian)]

Kpynnos B.A., Auronos I'1O., Hpyxunun A.E., Kpynnosa O.B.
VYeroiunBoCTh K Ipey0OpOYHOMY HPOPACTAHUIO SIPOBOM MSTKOW
nueHunbl ¢ 64gi(6D)-xpomocomoit or Agropyron intermedium.
Basunosckuii socypran eenemuru u cenexyuu. 2012;16(2):444-450.
[Krupnov V.A., Antonov G.Yu., Druzhin A.E., Krupnova O.V. Pre-
harvest sprouting resistance in spring bread wheat carrying chromo-
some 6A4gi(6D) from Agropyron intermedium. Vavilovskii Zhurnal
Genetiki i Selektsii = Vavilov Journal of Genetics and Breeding.
2012;16(2):444-450. (in Russian)]

Oucenko B.T., ®ucenko T.}O. KomnbrorepHas 00paboTka u pacros-
HaBaHUE M300pakeHwil: yyeOHoe mocobue. CII6.:CIIOI'Y UTMO,
2008.

[Fisenko V.T., Fisenko T.Yu. Computer Processing and Image Re-
cognition: Tutorial. St. Petersburg, 2008. (in Russian)]

®opcaiir /1., [Torc XK. Kommbroreproe 3perne. COBpeMEHHBIH MOAXO/.
M.: Bunbsimc, 2004.

[Forsyth D., Ponce J. Computer Vision: A Modern Approach. Pren-
tice Hall, 2003. (Russ. ed. Forsayt D., Pons Zh. Komp’yuternoe Zre-
nie. Sovremennyy Podkhod. Moscow: Williams, 2004.)]

Xnectkuna E.K. ['eHbl, 1eTepMUHHUPYIOLIHE OKPACKY PA3TUIHBIX Opra-
HOB INIICHUIBL. Basunosckuil scypuan cenemuxu u cenexyuu. 2014;
16(1):202-216.

[Khlestkina E.K. Genes determining coloration of different organs in
wheat. Vavilovskii Zhurnal Genetiki i Selektsii = Vavilov Journal of
Genetics and Breeding. 2014;16(1):202-216. (in Russian)]

Xnecrkuna E K., ITmennunukosa T.A., Yeenko H.U., Otmaxosa 10.C.

IepcrieKTHBHBIE BO3MOXKHOCTH HCIOJIB30BAHHS MOJICKYJISIPHO-Te-
HETHYECKUX TOAXOAO0B ISl YIPABICHHUS! TEXHOJIOTHYECKUMHU CBOI-
CTBaMH 3epHa IIICHUI[BI B KOHTEKCTE LIETTOYKH «3ePHO—MyKa—XJ1e0».
Basunosckuii ocypran cenemuru u cenexyuu. 2016;20(4):511-527.
DOI 10.18699/VJ15.140.
[Khlestkina E.K., Pshenichnikova T.A., Usenko N.I., Otmakho-
va Yu.S. Prospective applications of molecular genetic approaches
to control technological properties of wheat grain in the context of
the “grain—flour-bread” chain. Vavilovskii Zhurnal Genetiki i Selek-
tsii = Vavilov Journal of Genetics and Breeding. 2016;20(4):511-
527. DOI 10.18699/VJ15.140. (in Russian)]

[oesa O.1O., Ctpeiruna K.B., Xnectkuna E.K. I'ensl, koHTpOupyro-
e CUHTe3 (MIAaBOHOWIHBIX M MEJTaHMHOBBIX IIUTMEHTOB SUMEHSL.

345



E.G. Komyshev, M.A. Genaev
D.A. Afonnikov

Basunosckuii scypnan eenemuxu u cenexyuu. 2018;22(3):333-342.
DOI 10.18699/VJ18.369.

[Shoeva O.Yu., Strygina K.V., Khlestkina E.K. Genes determin-
ing the synthesis of flavonoid and melanin pigments in barley.
Vavilovskii Zhurnal Genetiki i Selektsii = Vavilov Journal of Gene-
tics and Breeding. 2018;22(3):333-342. DOI 10.18699/VJ18.369.
(in Russian)]

Ahmad L.S., Reid J.F., Paulsen M.R., Sinclair J.B. Color classifier for
symptomatic soybean seeds using image processing. Plant Dis.
1999;83(4):320-327. DOI 10.1094/PDIS.1999.83.4.320.

Alemu A., Feyissa T., Tuberosa R., Maccaferri M., Sciara G., Letta T.,
Abeyo B. Genome-wide association mapping for grain shape and
color traits in Ethiopian durum wheat (7riticum turgidum ssp. du-
rum). Crop. J. 2020. DOI 10.1016/j.¢j.2020.01.001.

Berry J.C., Fahlgren N., Pokorny A.A., Bart R.S., Veley K.M. An auto-
mated, high-throughput method for standardizing image color pro-
files to improve image-based plant phenotyping. PeerJ. 2018;6:5727.
DOI 10.7717/peerj.5727.

Black C.K., Panozzo J.F. Accurate technique for measuring color val-
ues of grain and grain products using a visible-NIR instrument. Ce-
real Chem. 2004;81(4):469-474. DOI 10.1094/CCHEM.2004.81.
4.469.

Chaugule A., Mali S.N. Evaluation of texture and shape features
for classification of four paddy varieties. J. Engineer. 2014. DOI
10.1155/2014/617263.

Corréa R.C.G., Garcia J.A.A., Correa V.G., Vieira T.F., Bracht A., Pe-
ralta R.M. Pigments and vitamins from plants as functional ingre-
dients: Current trends and perspectives. Adv. Food Nutr. Res. 2019;
90:259-303. DOI 10.1016/bs.afnr.2019.02.003.

Delwiche S.R., Yang I.C., Graybosch R.A. Multiple view image ana-
lysis of freefalling US wheat grains for damage assessment. Com-
put. Electron. Agr. 2013;98:62-73. DOI 10.1016/j.compag.2013.
07.002.

Draz LS., EI-Gremi S.M., Youssef W.A. Response of Egyptian wheat
cultivars to kernel black point disease alongside grain yield. Pak. J.
Phytopathol. 2016;28(1):15-17.

ElMasry G., Mandour N., Al-Rejaie S., Belin E., Rousseau D. Re-
cent applications of multispectral imaging in seed phenotyping and
quality monitoring — An overview. Sensors. 2019;19(5):1090. DOI
10.3390/s19051090.

Fakthongphan J., Graybosch R.A., Baenziger P.S. Combining ability
for tolerance to pre-harvest sprouting in common wheat (7riticum
aestivum L.). Crop Sci. 2016;56(3):1025-1035. DOI 10.2135/cropsci
2015.08.0490.

Flintham J., Adlam R., Bassoi M., Holdsworth M., Gale M. Mapping
genes for resistance to sprouting damage in wheat. Euphytica. 2002;
126:39-45. DOI 10.1023/A:1019632008244.

Galloway M.M. Texture analysis using grey level run lengths. Comput.
Graphics Image Process. 1975;4:172-179.

Garg M., Chawla M., Chunduri V., Kumar R., Sharma S., Sharma N.K.,
Kaur N., Kumar A., Mundey J.K., Saini M.K., Singh S.P. Transfer of
grain colors to elite wheat cultivars and their characterization. J. Ce-
real Sci. 2016;71:138-144. DOI 10.1016/j.jcs.2016.08.004.

Genaev M.A., Komyshev E.G., Smirnov N.V., Kruchinina Y.V., Gon-
charov N.P., Afonnikov D.A. Morphometry of the wheat spike by
analyzing 2D images. Agronomy. 2019;9(7):390.

Glagoleva A.Y., Shmakov N.A., Shoeva O.Y., Vasiliev G.V., Shats-
kaya N.V., Borner A., Afonnikov D.A., Khlestkina E.K. Pleiotropic
effect of barley Blp locus: metabolic pathways and genes identified
by RNA-seq analysis of near-isogenic lines. BMC Plant Biol. 2017;
17(Suppl. 1):182. DOI 10.1186/s12870-017-1124-1.

Gong Z., Cheng F., Cheng F., Liu Z., Yang X., Zhai B., You Z. Recent
developments of seeds quality inspection and grading based on ma-
chine vision. ASABE Annual International Meeting. 2015;1. DOI
10.13031/aim.20152188378.

Goriewa-Duba K., Duba A., Wachowska U., Wiwart M. An evalua-
tion of the variation in the morphometric parameters of grain of six

346

Analysis of color and texture characteristics
of cereals on digital images

Triticum species with the use of digital image analysis. Agronomy.
2018;8(12):296. DOI 10.3390/agronomy8120296.

Haralick R.M. Statistical and structural approaches to texture. Proc.
IEEE. 1979;67(5):786-804.

Haralick R.M., Shanmugam K., Dinstein I.H. Textural features for
image classification. /EEE Trans. Syst. Man Cybern. 1973;6:610-
621.

Huang M., Wang Q.G., Zhu Q.B., Qin J.W., Huang G. Review of seed
quality and safety tests using optical sensing technologies. Seed Sci.
Technol. 2015;43(3):337-366.

Kornicke F., Werner H. Die Arten und Varietiten des Getreides. In:
Handbuch des Getreidebaus. Vol. 1. Berlin, 1885.

Lachman J., Martinek P., Kotikova Z., Orsdk M., Sulc M. Genetics
and chemistry of pigments in wheat grain — A review. J. Cereal Sci.
2017;74:145-154. DOI 10.1016/j.jcs.2017.02.007.

Machalkova L., Jane¢kova M., Hfivna L., Dostalova Y., Hernandez J.,
Mrkvicova E., Vyhnanek T., Trojan V. Impact of added colored
wheat bran on bread quality. Acta Univ. Agric. Silvic. 2017;65(1):
99-104. DOI 10.11118/actaun201765010099.

Majumdar S., Jayas D.S. Classification of bulk samples of cereal grains
using machine vision. J. Agric. Eng. Res. 1999;73(1):35-47. DOI
10.1006/jaer.1998.0388.

Majumdar S., Jayas D.S. Classification of cereal grains using machine
vision: IV. Combined morphology, color, and texture models. Trans.
ASAE. 2000;43(6):1689. DOI 10.13031/2013.3069.

McCaig T.N., DePauw R.M., Williams P.C. Assessing seed-coat color
in a wheat breeding program with a NIR/VIS instrument. Can. J.
Plant Sci. 1993;73(2):535-539. DOI 10.4141/cjps93-073.

McMullen M., Jones R., Gallenberg D. Scab of wheat and barley: a re-
emerging disease of devastating impact. Plant Dis. 1997;81(12):
1340-1348. DOI 10.1094/PDIS.1997.81.12.1340.

Olgun M., Onarcan A.O., Ozkan K., Isik S., Sezer O., Ozgisi K.,
Ayter N.G., Basciftci Z.B., Ardi¢ M., Koyuncu O. Wheat grain clas-
sification by using dense SIFT features with SVM classifier. Com-
put. Electron. Agric. 2016;122:185-190. DOI 10.1016/j.compag.
2016.01.033.

Pathare P.B., Opara U.L., Al-Said F.A.J. Colour measurement and
analysis in fresh and processed foods: A review. Food Bioprocess
Technol. 2013;6(1):36-60. DOI 10.1007/s11947-012-0867-9.

Patricio D.I., Rieder R. Computer vision and artificial intelligence in
precision agriculture for grain crops: A systematic review. Comput.
Electron. Agric.2018;153:69-81.DO110.1016/j.compag.2018.08.001.

Pearson T. High-speed sorting of grains by color and surface texture.
Appl. Eng. Agric. 2010;26(3):499-505. DOI 10.13031/2013.29948.

Pearson T., Brabec D., Haley S. Color image based sorter for separating
red and white wheat. Sens. Instrum. Food Qual. Saf. 2008;2(4):280-
288. DOI 10.1007/s11694-008-9062-0.

Pourreza A., Pourreza H.R., Abbaspour-Fard M.H., Sadrnia H. Identifi-
cation of nine Iranian wheat seed varieties by textural analysis with
image processing. Comput. Electron. Agric. 2012;83:102-108. DOI
10.1016/j.compag.2012.02.005.

Ram M.S., Dowell F.E., Seitz L., Lookhart G. Development of standard
procedures for a simple, rapid test to determine wheat color class.
Cereal Chem. 2002;79(2):230-237. DOI 10.1094/CCHEM.2002.
79.2.230.

Sabanci K., Ekinci S., Karahan A.M., Aydin C. Weight estimation of
wheat by using image processing techniques. J. Image Graph. 2016;
4(1):51-54. DOI 10.18178/joig.4.1.51-54.

Sabanci K., Toktas A., Kayabasi A. Grain classifier with computer
vision using adaptive neuro-fuzzy inference system. J. Sci. Food
Agric. 2017;97(12):3994-4000. DOI 10.1002/jsfa.8264.

Septiningsih E.M., Prasetiyono J., Lubis E., Tai T.H., Tjubaryat T.,
Moeljopawiro S., McCouch S.R. Identification of quantitative trait
loci for yield and yield components in an advanced backcross popu-
lation derived from the Oryza sativa variety IR64 and the wild rela-
tive O. rufipogon. Theor. Appl. Genet. 2003;107(8):1419-1432. DOI
10.1007/s00122-003-1373-2.

BaBunosckuii xypHan reHeTuku u cenekuyun / Vavilov Journal of Genetics and Breeding - 2020 - 24 - 4



E.l. Kombiwes, M.A. leHaeB
[0.A. AboHHMKOB

Shen'Y., Jin L., Xiao P, Lu Y., Bao J. Total phenolics, flavonoids, anti-
oxidant capacity in rice grain and their relations to grain color, size
and weight. J. Cereal Sci. 2009;49(1):106-111. DOI 10.1016/j.jcs.
2008.07.010.

Souza F.H., Marcos-Filho J.U.L.L.O. The seed coat as a modulator of
seed-environment relationships in Fabaceae. Braz. J. Bot. 2001,
24(4):365-375. DOI 10.1590/S0100-84042001000400002.

Szczypinski P.M., Klepaczko A., Zapotoczny P. Identifying barley va-
rieties by computer vision. Comput. Electron. Agric. 2015;110:1-8.
DOI 10.1016/j.compag.2014.09.016.

ORCID ID
D.A. Afonnikov orcid.org/0000-0001-9738-1409

2020
244

AHanu3 LBETOBbIX 1 TEKCTYPHDBIX XapaKTepUCTUK
3epeH 3/1aKOB Ha LUPOBbIX N300paKEHNAX

Szczypinski P.M., Strzelecki M., Materka A., Klepaczko A. MaZda —
a software package for image texture analysis. Comput. Methods
Prog. Biomed. 2009;94(1):66-76. DOI 10.1016/j.cmpb.2008.08.005.

Visen N.S., Paliwal J., Jayas D.S., White N.D.G. Ae — automation and
emerging technologies: specialist neural networks for cereal grain
classification. Biosyst. Eng. 2002;82(2):151-159. DOI 10.1006/bioe.
2002.0064.

Zili¢ S., Serpen A., Akillioglu G., Gékmen V., Vancetovi¢ J. Phenolic
compounds, carotenoids, anthocyanins, and antioxidant capacity of
colored maize (Zea mays L.) kernels. J. Agric. Food Chem. 2012;
60(5):1224-1231. DOI 10.1021/j204367z.

BnaropgapHocTh. PaboTa BbinonHeHa 3a cYeT GrHaHCPOBaHKA KypyaToBCKOro reHomHoro LeHTpa OefepanbHOro nccnefoBatenbckoro LeHtpa Lul
CO PAH, cornaweHne ¢ MnHuctepcTBom 06pa3oBaHms 1 Hayku PO N2 075-15-2019-1662.

KoH$nuKT nHTepecoB. ABTOPbI 3asBAAIOT 06 OTCYTCTBUM KOHGNIMKTA MHTEPECOB.
Moctynuna B pegakumio 27.12.2019. Mocne gopabotku 03.04.2020. MpuHaATa K ny6nnkauum 07.04.2020.

AKTYANbHbIE TEXHONOT UMW FEHETUKN PACTEHUIA / MAINSTREAM TECHNOLOGIES IN PLANT GENETICS

347



AKTYAJIbHbIE TEXHOJIOT MW TEHETUKN PACTEHUIA BaBrnoBcKuUm xXypHan reHeTUKK n cenekumm. 2020;24(4):348-355

0630p / Review DOI 10.18699/VJ20.627

YK 633.16:631.523.13

NGS-cekBeHIpOBaHMe B CeJIeKIIMIOHHO-TeHeTUMYeCKNX
VICC/IeJOBAHMSIX TUMEHS]

W.B. Pozanosal’ 2®, E.K. Xaectkunal’ 2

T DepepanbHbIit nccneaoBaTenbCKMil LEHTP BCepOoCCUiCKIin MHCTUTYT reHeTUYeCKIX PecypcoB pacteHuii umenn H.W. Basunosa (BUP),
CaHkT-MeTepbypr, Poccun

2 DepepanbHbIi NCCIENOBATENLCKUI LIEHTP VIHCTUTYT LMTONOTMV 1 reHeTkin CUBMPCKOTo OTaeneHs POCCUICKON akafemnm Hayk,
HoBocnburpck, Poccus

® e-mail: i.rozanova@vir.nw.ru

AHHoTayua. AumeHb (Hordeum vulgare L.) — opuH 13 BaXKHENLINX BUAOB 3/1aKOBbIX PacTeHUI, NCMOMb3yembIX B Ka-
yecTBe MPOAOBONILCTBEHHOW 1 KOPMOBOW KySbTypbl, @ TakKe [j1A NMBOBapeHUsa 1 Npou3BOACTBa cnmpTa. B KoHue
NPOLUIOro CTONETUA K TPAANLMOHHBIM MeTofjaM CenekLmmn NprbaBunncb MeToAbl, OCHOBaHHbIe Ha nNprMeHeHnn JHK-
MapKepoB. MoneKkynapHble MapKepbl TakXe akTVBHO BOBNEKAIOTCA B NMPOLLECCHl MONEKYNAPHO-TEHETUYECKOrO Kap-
TUpoBaHus 1 aHanm3a QTL (quantitative trait loci). B 2012 r. 6bin10 3aBepLIeHO CEKBEHMPOBAHUE rEHOMA SIUMEHS, YTO
BbISBUMO LieNbIi CMEKTP HOBbIX BO3MOXHOCTEN — OT 6onee 3$pPEeKTUBHOIrO NOUCKA reHOB-KaHAMAATOB XO35SNCTBEHHO
LieHHbIX MPU3HAKOB 10 FeHOMHO cenekuum. B 063ope 0606LLeHbl pe3ynbTaTthl paboT neproga nocsie CeKBEHMPOBaHMA
reHoMa AYMEHs, OTKPbIBLLIErO HOBbIe HaMnpaBieHNA FTeHETVKM 1 CeNeKLUN STOW KyNbTypbl C TPUMEHEHNeM BbICOKOMPO-
N3BOAMTENbHbIX METOJOB CEKBEHUPOBAHWUA 1 TeHOTUNMPOBaHMA. B paccmaTpuBaembli nepnog BeayTca NHTEHCMBHbIE
NCCnefoBaHna nNo naeHTndMKaLmMm reHOMHbIX JTIOKYCOB AUYMEHS, aCCOLMMPOBAHHbBIX C XO3ANCTBEHHO Li@HHbIMK Npu-
3HaKaMu, NOABUANCH 1 NOMOJTHAIOTCA Pecypcbl AfiA PaboTbl C FeHOMHbIMY AaHHbIMU AYMEHSA W ANA NX LEMNOHMPOBaHNA.
B nocnepHwme roabl AnA MaccoBoro novcka accoumaumnin mexagy ¢eHoTinom 1 reHoTUNoM nucnonb3yetca aHann3 GWAS
(genome wide association studies), LuMpokoe NprMeHeHne KOTOPOro Ha AYMEHe CTano BO3MOXHbIM ¢ 2010 r. 6naroga-
pA paspaboTtaHHbiM SNP-uMnam, a Takke MeToiaM reHOTUMMPOBAHUA, OCHOBaHHbIM Ha MpsAMoM NGS-ceKBeHUpoBaHUN
(next generation sequencing) BbI6opouHbIX pakuuii reHoMa. K HacToAwwemy BpemeHun onybnukosaHo 6onee 80 pa-
60T, onucbiBaoLWmx pesynbTaTtel GWAS-aHanusa Ha aumeHe. oeHTudurkaums SNP, accoUMMpPOBaHHbIX C XO3ANCTBEH-
HO LIEHHbIMW NPU3HaKaMK, U UX nNpeobpasoBaHve B yAoOHble ANA CKPUHUHIA cenekurnoHHoro matepuana CAPS nnn
KASP-mapKepbl CyLeCTBEHHO pacIMpPAT BO3MOXHOCTM MapKep-OpUEeHTUPOBAHHON cenekumny AumeHs. Kpome Toro,
nmetoLanca nHdopmMaLma o NOTEHUMANbHbIX reHaX-MULLEHAX 1 KaYeCTBO NOTHOreHOMHOW NocnefoBaTelbHOCTYN AY-
MEHS NPefCTaBAT OCTaTOYHYO 6a3y A/1A NPUMEHEHNA TEXHONIOMNII TEHOMHOTO PefaKTUPOBAHUA C LieNblo CO3AaHuA
VNCXOQHOrO MaTepuana Ana cenekumnm CoOpToB € 3ajaHHbIMIN CBONCTBAMMU.

KnioueBble cnosa: Hordeum vulgare; SNP; aumeHb; reHOM; CEKBEHVPOBaHWE; BbICOKOMPOW3BOAUTENIbHOE FTeHOTUMNPO-
BaHVe; reHOMHOe pefakT/poBaHue.

[na untuposaHua: PozaHoBa /1.B., XnectkrHa E.K. NGS-cekBeHMpoOBaHNe B CENEKLNOHHO-TEHETUYECKIX NCCNefoBaHMAX
AuMeHsA. Basunosckuli XypHan 2eHemuku u cenekyuu. 2020;24(4):348-355. DOI 10.18699/VJ20.627

NGS sequencing in barley breeding and genetic studies

LV. Rozanoval’ 2@, E.K. Khlestkinal’ 2

! Federal Research Center the N.I. Vavilov All-Russian Institute of Plant Genetic Resources (VIR), St. Petersburg, Russia
2 nstitute of Cytology and Genetics of Siberian Branch of the Russian Academy of Sciences, Novosibirsk, Russia
® e-mail: i.rozanova@vir.nw.ru

Abstract. Barley (Hordeum vulgare L.) is the one of the most important cereal species used as food and feed crops,
as well as for malting and alcohol production. At the end of the last century, traditional breeding techniques were
complemented by the use of DNA markers. Molecular markers have also been used extensively for molecular genetic
mapping and QTL analysis. In 2012, the barley genome sequencing was completed, which provided a broad range of
new opportunities — from a more efficient search for candidate genes controlling economically important traits to ge-
nomic selection. The review summarizes the results of the studies performed after barley genome sequencing, which
discovered new areas of barley genetics and breeding with high throughput screening and genotyping methods. Dur-
ing this period, intensive studies aimed at identification of barley genomic loci associated with economically important
traits have been carried out; online databases and tools for working with barley genomic data and their deposition
have appeared and are being replenished. In recent years, GWAS analysis has been used for large-scale phenotype-
genotype association studies, which has been widely used in barley since 2010 due to the developed SNP-arrays,
as well as genotyping methods based on direct NGS sequencing of selected fractions of the genome. To date, more
than 80 papers have been published that describe the results of the GWAS analysis in barley. SNP identification associ-
ated with economically important traits and their transformation into CAPS or KASP markers convenient for screening
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selection material significantly expands the possibilities of marker-assisted selection of barley. In addition, the currently
available information on potential target genes and the quality of the whole barley genome sequence provides a good
base for applying genome editing technologies to create material for the creation of varieties with desired properties.
Key words: Hordeum vulgare; SNP; barley; genome; sequencing; throughput genotyping; genomic editing.
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BBepeHune

Samens (Hordeum vulgare L.) — onmHa U3 BaKHEHUIINX CEIb-
CKOXO3SMCTBEHHBIX KYJBTYp, 3aHUMAIOIIAsl MSITOE MECTO B
MHpE I0CJIe MIIEHUIBI, KYKYpy3bl, pUca U COH IO IIJIOLIA-
1 moceBoB (47 mutH ra), cormacHo maHbM 2017 T (http://
www.fao.org/faostat/ru/). 3epHO STUMEHS UIET B OCHOBHOM
Ha KOPMOIIPOU3BOJICTBO ([0 IBYX TPETEH OT BCEro yporkas),
MTUBOBAPEHHYIO MPOMBIIUIEHHOCTh U TPOU3BOJICTBO CITUPTA
(OKOJIO OfIHOM TPETH) M JIMIIb HEOOJBIIONW MPOIEHT MPUXO-
JIATCSL HA JIOJIO TPOIOBOJILCTBEHHOTO, T.€. MPUMEHIEMOTrO
JUTA AN 9enioBeka (B Poccuiickoit denepanuy, o JaHHBIM
2017 r.,—0.12 %, http://www.fao.org/faostat/ru/). Kpome toro,
OTMCUYCH POCT BHAYUMOCTH AUMCHA KaK HICTOYHUKA ChIPbA JJIA
MIPOM3BOACTBA KpaxMalia i KpaXxMaIoIpOyKTOB IMUAIIEBOTO U
TexHU4Yeckoro HazHaueHus (Blennow et al., 2013).

ITo cpaBHEHHMIO ¢ OCHOBHBIM XJICOHBIM 3JIAKOM — TIIIICHHU-
el — TIMEHBb HEPUXOTIINB, JIErde alanTHPYeTCs K HeOmaro-
MPUSTHBIM YCJIOBHSIM OKPY’KaroIeH CpeJibl — XOJIOy, 3aCyXe,
Jydllle MepeHOCHT 3allle/ladMBaHUe U 3aCOJICHHUE MOYBBI, He-
JIOCTATOK NMUTaTeIHHBIX BEIIECTB B Hell. PaHHee co3peBanme
B COYECTAHHMHU C BBICOKOH aJIalITUBHOCTHIO MO3BOJIMIIN STIMeE-
HIO KaK CEJIbCKOXO351HCTBEHHOM KyJIbType PaclpOCTPAHUTh-
Csl IO BCEMY MHpPY — OT DKBAaTOpa 10 CEBEPHBIX U FOKHBIX
mpoT — 6ostee weM B 100 crpanax mupa (http://www.fao.org/
faostat/ru/). biaaromapst psity 6HOIOTHYECKHX 0COOCHHOCTEH
STYMEHS (OTHOCHTEEHO KOPOTKHUU KIU3HEHHBIA [IUKJ, CAMO-
OIIBIJICHUE, AUTUIOUIHBIA T€HOM) COBPEMEHHBIC MOJICKYJISIP-
HO-I'€HETHYCCKUEC U TCHOMHBIC UCCJICIOBAHUA 3TOM KYJIBTYPBI
MIPOIBUTAIOTCS JTUHAMHYHEE, YeM B CIlydae IPyTUX Tpea-
craButeneil Triticeae, B yacTHOCTH NieHUIb! U pxxu (Hayes,
Szucs, 2006; Schulte et al., 2009). BeaencTre 3Toro ssYMeHb
CIIy’)KUT MOJETBHBIM PACTCHHEM, a MOIyYCHHBIC TaHHBIE O
€ro reHax ¥ TeHOME MCIONB3YIOTCS JUIsl TIPOIOJKEHNS TeHe-
THUYCCKHUX HCCJ’[CI[OBaHPIfI Ha JpYyTrUux Npe€acTaBUTEIIAX TpI/I6I)I
Triticeae.

PaszButue Mmeto10B NGS-CceKBeHUPOBAHUSI TO3BOJIMIIO MO-
JIYYUTb KaYCCTBCHHBIC ITOJTHOTCHOMHBIC ITOCJIEA0BATCIBHOCTU
MHOTHX BUI0B pactenuii (bparuna u np., 2019), Birtodas s4-
meHs (International Barley Genome Sequencing Consortium,
2012) u nmenuny (Appels et al., 2018). CexBenupoBanue
TEHOMOB, a BCJIE]] 32 3TUM CEKBEHUPOBaHHE TPAHCKPHUIITOMOB
1 MukpoPHKoMOB BbIBeM Ha HOBBIH ATan UCCIEA0BaHUS O
(hyHKIIMOHMPOBAHUHM HACIIEACTBEHHOT0 Marepuraa. [Tomy4a-
eMBbIe CBEICHUSI IPUMEHSIOTCS JJIs1 MapKeP-KOHTPOIUPYEMO-
T0 0TOOpA B CEJIEKIIMOHHOM IIPOIIECCe, a TAKXKE I pa3padboT-
KU IPUHOUAITHAAIBHO HOBBIX TEXHOJIOT UM CO31aHUusA UCXOJHO-
TO CEeNEKIIMOHHOTO MaTepHala ¢ 3aJaHHBIMU CBOHCTBAMH Ha
OCHOBE T€HOMHOT0 pefaktupoBanus (XuectkuHa, [IlymHBIH,
2016; Korotkova et al., 2019).

Henp HacTOsIIIEr0 0030pa — 0000IIHUTE PEe3yIBTaTH TeHE-
THKO-CEJICKIIMOHHBIX Pa00T, 0a3upyIONIUXCs Ha TPUMEHEHUT
MeTo10B NGS-CeKBEHHUPOBAHUS.

AKTYANbHbIE TEXHONOT UMW FEHETUKN PACTEHUIA / MAINSTREAM TECHNOLOGIES IN PLANT GENETICS

CeKBEHVIpOBaHVIe reHoma AumMmeHA

N ero CTpyKTypHaAa opraHusauuna

Jnist cexkBeHnpoBaHus reHoMa stamenst B 2006 1. 6611 chopmu-
poBan MexnyHapoaHblii koncopuuym (International Barley
Genome Sequencing Consortium..., 2012), koTopsiii n3Ha-
YaJIbHO BKJIFOYaI B ce0st HCcIIe0BaTeNeii U3 BOCbMH HayYHBIX
opranuzanui mectu crpad: ['epmannu, CIIA, ABcTpamuu,
Snounu, Gunisaauu 1 Lotnanauu. [lo3nHee Kk koHCOpLXY-
MY HPUCOCIUHIINCH TPYIIIBI YYeHbIX N3 BenmkoOpurannmy,
W3panns, @panuuu u Utanun.

K 2009 r. 6511 coOpaH mepBEIi BAPHAHT MOCIE0BATEIHHO-
CTH TeHOMa sTaMeHst (copT Morex), kKoTopast Obl1a He0OX0Iu-
Ma JUisi TaIbHEWIIero CeKBEHUPOBAHUSI TEHOMa, HO BMECTE
C TeM OKa3aJlach IOJIC3HOH U MIMPOKOMY KPyTY HMCCIIeI0Ba-
TeJIeH, HAIleJICHHBIX Ha BBIJICJICHUE OT/ICIBHBIX TCHOB, KOH-
TPOJIMPYIOIIMX XO3SHCTBEHHO LieHHbIe Npu3Haku (Schulte
et al., 2009). OcHOBY (hH3HIECKON KapThl COCTaBIIN Oojee
83 TtrIC. TeH-comepxkamux BAC-kmonoB (bacterial artificial
chromosome, 6akTepruanbHBIX HCKYCCTBEHHBIX XPOMOCOM),
KOTOpBIE UCCIEAOBAIICH METOAOM IHOPUAN3AIMN C TIPHMe-
HEHHEM H30BITOYHBIX 30HI0B (MeTox overgo) (Madishetty et
al., 2007). lanHbIe OBUTH TOTYYEHBI C TIOMOIIBIO BEICOKOIIPO-
nu3BomUTENRHOTO pruHTepnpuHTHHTA (fingerprinting) (Luo et
al., 2003).

B 2012 1. co3nana pedepeHcHas KapTa reHOMa STYMCHSI
(International Barley Genome Sequencing Consortium...,
2012). Jlnst sToro ObUIM CEKBEHUPOBAHBI M MPOAHAIU3UPO-
BaHBI MMOCJIE0BATENILHOCTH 571 ThIC. TeH-conepxkamux BAC-
KJIOHOB M3 IIECTH HE3aBHCUMbIX TCHOMHBIX ONOIHOTEK.

B nanbHeiinmeM paboThI MO YTOYHEHUIO TTOTHOTCHOMHOMN
(buzmyeckoil kKapThl OBUTM MPOMOJIKEHBI. B wacTHOCTH, HC-
nonp3oBaH Metog MTP (minimum tiling path), ocHOBaHHBIH
Ha IMPUHIMTIC MUHAMAaJIbHOTO KOJIMYECTBA COCTABHBIX YacTei
KapThl PH MaKCUMAaJIbHOU IIOTHOCTH MOKpbITUs (Ariyadasa
etal., 2014). Kpome Toro, pazpaboTaHa yIbTparioTHas TeHE-
THYecKast Kaprta. J[jist 5Toro 66110 MPOBEICHO TEHOTUITHPOBA-
HHE Ha OCHOBE BHICOKOITPOM3BOIUTEIILHOTO CEKBEHUPOBAHHSI
notomcTBa U3 90 pekoMOHMHAHTHBIX HHOpenHbIX TuHuH (RILS)
ot ckpemuBanust Morex*Barke (M x B) u 82 aurarionaHbx
nuanit (DH) u3 kaprupyromieii nomyssiiuu Oregon Wolfe Bar-
ley (Cistué etal., 2011). CkoHCTpyHpOBaHHBIC TCHETUIECKHE
KapThl ObUTH COOTHECEHBI ¢ (PM3NIECKON KapToit copra Morex,
MOJIYYCHHOM B pe3ysbrare padoTsl Koncopimyma (Mascher
et al., 2013). Takum 00pa3oM, TEHETHIECCKHUE JIOKYCHl OBLTH
COIIOCTABJICHBI C TOJIOKEHHEM Ha (u3ndeckoit kapre. Cym-
MapHasi JUIMHa IIPOYUTAHHOTO ¥ COOPAHHOI0 TeHOMA STYMEHI
cocraBmia 4.98 I'6 — 6oxee 95 % reHoma, eciu y4ecTb, 4To,
cornacHo uMmeroumces orenkam, 100 % —sto 5.1 I'6.

[Tomy4enHsIit MaTepual mo3BoImI co3narh pecypcesl (I1pu-
noxenue 1)!, neHHbIe 171 JanbHEWIINX UCCIIEI0BAHUM, Ha-

1 Mpunoxexuna 11 2 cm. no agpecy:
http://www.bionet.nsc.ru/vogis/download/pict-2020-24/appx4.pdf
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NPaBJICHHBIX Ha W3y4YeHue (PYyHKIMOHAIBHOM OpraHu3aluu
T€HOB ¥ T€HOMA STYMEHS, ¥ ISl TPUKIIAIHBIX paboT, HalleJIeH-
HBIX Ha BBIBEICHHE HOBBIX YITyUYIICHHBIX COPTOB, B TOM YHCIIE
C IPUMEHEHHEM METOIOB CENICKIIUY CIIEIYIOIIEr0 OKOJICHUS
(next-generation breeding), a IMEHHO CHICTEM T€HETHIECKOTO
peIaKTUPOBAHMS.

CprKTypHaﬂ opraHmnsaynAa reHoMa AYMeHA

CoracHO pacmpe/esieHHI0 YHUKAJIbHBIX MOCIEI0BaTEb-
HOCTEH M MMOBTOPOB B XPOMOCOMaxX STYMEHSI, BBIIEIISIOT TPH
30HBL 30Ha | — AHICTaTbHAS — XapaKTePH3YeTCs OOIBIITIM KO-
JMYECTBOM HU3KOKONMMKHBIX 311eMeHToB (low-copy regions,
LCRS), BBICOKHM COJepKAHUEM I€HOB U BBICOKOM 4acTOTOH
MeHOTHYeCKNX peKoMOMHanuii. 30Ha 2, 3aHUMAIOIIas IpPo-
MEKYTOUHOE ITOJIOKEHHE Ha XPOMOCOMaxX, 00J1aJaeT cpeHeit
IJIOTHOCTBIO I'€HOB. B TpeTbeil 30He, MpOKCUMabHOM, KOJIU-
4ecTBO reHoB MuHUMabHOe (Mascher et al., 2017).

BebineneHHbIE 30HBI pa3IMYAI0TCs HE TOIBKO 110 KOJIMYECTBY
T'€HOB, HO U 10 UX CHenuain3anuu. Tak, B IPOKCUMAaIbHBIX
(TIpULIEHTPOMEPHBIX) YyJacTKaX XPOMOCOM, PACIOIOKECHBI
TJIaBHBIM 00pa30M «T€HBI IOMAIITHET0 X03IHCTBa» — KOHCEp-
BaTUBHBIC T€HbI, BAYKHBIE JJISl KM3HEIESTEIbHOCTH KIIETKH,
MYTAaIlMH 110 KOTOPBIM, KaK IIPaBUIIO, JI€TalbHbIe. DTa (pak-
151 TCHOMA HE SIBIISIETCS MAaTEepUAjIoM JUTsl HICKYCCTBEHHOTO OT-
Oopa. ['eHbl, NOTEHIIMAIBHO UHTEPECHBIE [IS CEJIEKIIMOHEPOB,
HalpuMep y4acTBYIOIIME B 3AIIUTHOM OTBETE M PEHpPOIYK-
THUBHBIX ITPOLIECCAX, PACIIOIOKEHBI IIPEUMYILIECTBEHHO B JIHUC-
TaJIbHBIX paliloHaX (KOHIEBBIE yYaCTKU XPOMOCOM), KOTOPBIE,
B IIPOTHBOIIONIOKHOCTh MPOKCUMAIIbHBIM, XapaKTEePU3yIOTCs
BBICOKOH yacToTol pekomOnHanmu (Mascher et al., 2017).

bonbias yacte reHOMa paCTEHUH COCTOUT B OCHOBHOM U3
OYCHB MTOXOXKHUX KOMHH MOBTOPSIOUINXCS JIEMEHTOB, TAKUX
kak JIHK-rpancnozonst (MITE, miniature inverted-repeat
transposable elements, CACTA-a51eMeHTbI) U peTpoTpaH-
cro3oubl, Bimrodas LTR (long terminal repeats — perpo-
TPAHCIIO30HBI C JNTMHHBIMH KOHIIEBBIMH 1TOBTOpaMu) 1 LINE
(long interspersed nuclear element — moaTHI C JATMHHBIMA
JUCHEPTUPOBAHHBIMY MOBTOpaMu). B HacTosee Bpems
CUUTACTCS, YTO ITH JIEMEHTHI UTPAIOT 3HAYUTEIBHYIO POJIb
B (DYHKIIMOHAJIbHOW OpPraHn3aliy 1 SBOJIOLUHM FTEHOMOB pac-
TeHnit. CpaBHEHHE ¢ OMOIMOTEKOH TIOBTOPOB, CIICIU(UIHON
s Triticeae, BersiBIIT0, uTo 3.7 I'6 (80.8 %) OT cobpanHOTO
reHOMa STYMEHSI OTHOCHUTCSI K MOOMJIBHBIM 3JIEMEHTaM, IMpH-
4yeM Tobko 10 % 3THX 271€MEHTOB MOTEHIIMAIBHO AKTUBHBI
(Mascher et al., 2017). [ToBropst MITEs u LINEs B ocHoBHOM
NIPE/ICTABIICHBI B OOraThIX T'€HaMHU AWCTAJbHBIX pailoHax B
30He 1. Jlokamm3armst LTR-peTpoTpaHCo30HOB 3aBUCHT OT UX
tuna: 7y3-Gypsy-peTpoTpaHCIIo30Hb 00HAPYKEHBI B 30HE 3,
torna kak 1y1-Copia npeuMylIeCTBEHHO PacloiaraloTcs B
30Hax 1 n 2.

Jlnst TeHOMa STAMEHST XapaKTepHO paclpe/ielieHne pa3HbIX
MOOHJIBHBIX 3JIEMEHTOB B 3aBUCHMOCTH OT ITOJIOKEHHSI OTHO-
CHUTEJIbHO TeHOB. MOOMITbHBIE JIEMEHTHI HEOOJIBIIIOTO pa3Me-
pa (Hanpumep, TPaHCHO30HBI Mariner, OTHOCSIIUECS K Ce-
Meiictsy MITE) mpeamouTuTensHO HAaXOJATCs B Ipeaenax
1 K6, prankupys kogupyromue o0IacTi TeHOB, B TO BpeMs
KaK MOOMIIBHBIE 3JIEMEHTHI 00J1ee KPyITHOTO pa3Mepa (Harpu-
Mmep, Harbinger, Bropoe cemeiictBo MITE u LINEs) naxomsitest
Ha 3HAYUTENBbHO OoJiee yIaJCHHOM PAacCTOSHHM OT TEHOB.
[Tomyuennoe pacnpenesneHle Pa3IMIHbIX TUIIOB MOOMIBHBIX
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9JIEMEHTOB CPEM ME€HOB MOXKET OTPAXKaTh JaBJjeHHE OTOO-
pa, KOTOpOe TO3BOJISIET TOJIBKO HEOOINBIINUM 3JIeMEHTaM, a
HMEHHO TPaHCIo30HaM Mariners, HAXOMUTHCS OJIMKE BCETO
k renam (Mascher et al., 2017). Ha GonbiiiemM pacCTOsSHHH OT
TeHOB JOMUHHPYIOT MOOHJIbHBIC 3JIEMEHTBI OOJIBIIOTO pas-
Mepa, Takue kak LTR-peTpoTpaHCmo30Hbl U TPAHCIIO30HbI
cemetictea CACTA.

MpocTpaHCcTBeHHas opraHn3auna reHoma suMeHs
[TonyueHHast pedepeHcHasi MOCIEI0BATENBHOCTh I'eHOMA
SIMEHS TaKXKe TI03BOJINIIA UCCIIEN0BATH IPOCTPAHCTBEHHYIO
OPTaHM3ALMIO XpPOMATHHA B siipe TpH nomorn Metona Hi-C
(Mascher et al., 2017). Pe3ynbrarsl HoxTBEpIMIIN 3aKITIOUE-
HUSI, CIIeTaHHbIE HA OCHOBE 00Jee PaHHUX HCCIIEIOBAHUI
¢ mpuMeHeHHeM MeTonoB Mukpockornuu (Illamosa, 1971;
Kiinzel et al., 2000), 0 TOM, 4TO XPOMOCOMBI B sIIPax STIYMEHS
MIPUHUMAIOT MOJIOKEHUE, U3BECTHOE B JIUTEPAType MOA Tep-
muHOM “Rabl orientation” (Cowan et al., 2001). Oto xoudu-
ryparusi, Ipyu KOTOpOH KaxkJas XpoMocoMa B UHTep(hazHOM
Ape 3aHUMAaeT MECTO, BO MHOTOM 33/1aBacMO€ TTO3UINEH B
aHagasze mpeIIecTBYIONEro MUTo3a. [Ipr 5ToM XpoMOCOMBI
pacronararoTcst ClIey0IUM 00pa3oM: IIEHTPOMEPBI XPOMO-
COM HaXOJATCS Ha OJHOM TIOJIFOCE SI/IPa, a TETOMEPHI OPHEH-
THUPOBAHBI K ITPOTHBOMOIOKHOMY.

[Tocne ocHoBononaratorueit padorst A.1. Iamnooii (1971)
OBLTO yTOYHEHO, YTO OMMCAHHAS KOH(HUTYPAIHs COXPAHSIETCSI
Y TaKMX BUIOB PACTEHHUH, KaK STYMEHb, IIICHUIIA, POXKb 1 OBEC,
BO BCeX KieTkax pacteHus (Anamthawat-Jonsson, Heslop-
Harrison, 1990), y prca — TOIBKO B KJI€TKaX KCHJIEMBI KOPHS
n B HemuddepeHMpoBaHHBIX KJIETKaX MblbHUKaA (Prieto et
al., 2004), y KyKypy3bl U copro 1nogo0Ho# KoH(pUTypauuu
xpomocoM He oOHapyxkeHo (Dong, Jiang, 1998).

Panee Oputo Taxke ycranosneHo (Il[amosa, 1971), uto
STYMEHb 00J1a1aeT CXOHBIMH 110 Pa3Mepy MIe4aMH XPOMOCOM,
TOTJ]a KaK y OONBIIMHCTBA BHUJIOB 3yKApHOT BCE IUIEUHU IO
JUTMHE Pa3JINyaioTcs 1 MECTOIIOIOKEHHE KaXK 101 XPOMOCOMBI
OIIpeZIeIeHO pa3MepamH ee Iied. briarogapst nossipusanuu
XPOMOCOMBI CKJIa/IBIBAIOTCS], KaK KHMKKA, COITOCTABIISS JUTHH-
HBIC ¥ KOPOTKHE IIJICUH, B PE3YJIBTATE YET0 KOPOTKOE IIIICHO
OJITHOM XPOMOCOMBI UMEET BO3MOXKHOCTb B3aUMO/IEHCTBOBATh
C JIOKyCaMH, PACIOJIOKEHHBIMI Ha OTHOCHTENBHO TAKOM K€
PacCTOSIHUM OT LIEHTPOMEpPHI HA JUIMHHOM IuIiede. bputa o1-
MeueHa Takke Oojiee BBICOKAs 4acTOTAa KOHTAKTOB MEXKIY
MIPUTEIOMEPHBIMU perroHaMu. IIpu 3ToM He Mmeer 3Hade-
HUSI, TOMOJIOTHYHBI XPOMOCOMBI WJIN HET, KOHTAKTBI MEXKITy
MAaTEPUHCKOU U OTLIOBCKOM XpOMOCOMAaMH UMEIOT MECTO TAK
K€ 9acTo, KaK M Mex 1y Heromonoramu (Mascher et al., 2017).

MeTtoabl NGS-cekBeHMpoBaHuA

Ana aHanusa nonumopoéusma JHK

KaK MHCTPyMeHTa noBblweHuns 3pPeKTUBHOCTU
MapKep-OpUEeHTUPOBAHHON ceneKkuum

B ocHOBe KapTHpOBaHMS M MAPKUPOBAHUS TEHOB U M/ICHTHU-
(bmKanuy pa3IMIHBIX AJUIEIBHBIX BAPHAHTOB U B pa3paboTke
TEXHOJIOTHH YCKOPEHHOT'O M HAIPaBJIEHHOTO 0TOOpa celek-
IIMOHHOTO Marepuana (MapKep-OpHEHTHPOBAHHAS U TEHOM-
Hasl ceJIeKnus) JexuT aHanus nonumopgusma THK. Mero-
Jibl aHanm3a nosmMopdusma JTHK «aBosmoninonnpoBaim» ot
TPYAOEMKHUX IOJXO/I0B, OCHOBAaHHBIX Ha ONOT-rmOpuansa-
in (Harpumep, restriction fragment length polymorphism,
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RFLP — nonmumopdu3sm JUIMHBI PECTPUKIIMOHHBIX (parMeH-
ToB) (Botstein et al., 1980) mo ropasmo MeHee TPYTOEMKHX
METOJIOB, OCHOBAHHBIX Ha MOJIMMEPa3HOH HENHON peakIuu
(ITLIP). Cpenu nocnenHUX MOXKHO BbLAenuTh Takue JJHK-map-
Kepsbl, kKak SSR — simple sequence repeats — MpoOCTHIE TOBTO-
psrormecs mocienosareabHOCTH (Tautz, Renz 1984), STS —
sequence tagged site — mOCJIEZIOBATEIILHOCTH, XapaKTepu-
sytomue Jokyc (Olson et al., 1989), u npyrue (Xmectkuna,
2011). IMTo3xe TOSBUINCH BBICOKOTIPOU3BOAUTEILHBIC Me-
TOZIBI C BOBMOXKHOCTBIO ITOJIHOM aBTOMaTu3alMu Ipolecca,
takne kKak aHann3 SNP — single-nucleotide polymorphism —
OIHOHYKJICOTHHBIN moaumopdusm (Wang et al., 1998). Bri-
spienre SNP — pesysbrar paboT 110 CeKBEHUPOBAHHUIO U pe-
CEKBCHMPOBAHUIO CHAYaJIa OTACIBbHBIX (DPAKIHi, a 3aTeM U
TIOJTHBIX TEHOMOB.

[TosiBeHue, ObICTPOE Pa3BUTHE U Y/IEIIEBICHNE TEXHOIIO-
THIl CeKBEHMPOBAHMUS HOBOTO TOKOJEHHS (next generation
sequencing, NGS) He TOJIBKO IT03BOJIMIIN CEKBEHNPOBATh OJIMH
3a IpyruM reHoMbl XO3SIMCTBEHHO 3HAYMMBIX BUI0B paCTeHI/lﬂ
u KUBOTHBIX (XumectkuHa, 2013; Bparuna u ap., 2019), HO
U cJIealii BO3MOXXHBIMU OBICTPOE OMpeesIeHHE ITOIMMOp-
(u3ma ThICSY TeHOB M pa3paboTky SNP-unnos aist ananuza
TEHETHUYECKOTO U CEJICKIIMOHHOTO Mareprana. JlJist BEIABICHUS
SNP nocratouHo peceKBeHUpOBaTh HEOONBIITYIO BEIOOPKY 00-
pasftos. HOJ'IyLIeHHI)Ie JIAaHHBIC MOT'YT 6]:-ITI) UCII0JIb30BaHbI JJIs1
pa3pabotkn SNP-4HIIOB, MPUTOIHBIX K TEHOTHITHMPOBAHUIO
O0NBIINX BBIOOPOK PAacTEHHH B OTHOCHTEIHFHO SKOHOMHOM
pexkrMe ¢ OOJIBILION MPOIYCKHOM CIIOCOOHOCTBIO aHAIN3A.

[To3xe Ha ocHOBe NG S-cekBeHMpOBaHMS OBUIH pa3padoTa-
HBI METO/IbI BBICOKOIIPOM3BOIUTEIEHOTO TCHOTUITMPOBAHNS,
OCHOBAHHBIC Ha NPAMOM CEKBCHUPOBAHUU Bbl60p0‘{HI)IX
(hpaxmmii TeHOMa M3y4aeMbIX 00pa3ioB. OnnH U3 HAX — Me-
tox GBS (genotyping-by-sequencing), BriepBbIe ONMCaHHBIN
B 2011 r. (Elshire et al., 2011), 6bU1 yCHIEIHO IPUMEHEH JIJISI
TEeHOTUITUPOBAHUSA 276 peKOMOMHAHTHBIX HHOPETHBIX IMHINA
KyKYpY3bl ¥ 43 IUTaluTOM/IHBIX JINHUH STIMEHS 13 KapTHPYIO-
el nomyssiuuu Oregon Wolfe Barley. B Hactosiiee Bpemst
tepmuH “GBS” mcnone3yercs yxe Kak 000OIMIAIONIMNA IS
pa3IMYHBIX pa3padaThIBAEMBIX METOJOB BBICOKOIIPOU3BO-
JIUTENBHOTO T€HOTUIIUPOBaHUS, ocHoBaHHOTO Ha NGS-ce-
kBenupoBaanu (Rasheed et al., 2017). 'enomuas IHK npu
3TOM 00palaThIBaeTCs SHAOHYKIICa3aM1 PECTPHUKIINH, 1ajiee
cozznaercst OMOIMOTeKa (PParMeHTOB, IIPH CEKBEHUPOBAHUH
UX MOTY9atoT KOPOTKHE mpouTeHus (~ 100 map HyKIeoTHIOB),
0o0beMHsIEMbIC B KOHTHTH, BEIPABHUBAHUE KOTOPBIX MTO3BO-
nsiet ooHapyxuth SNP (Davey et al., 2011). [IpeumytiectBo
METOIa 3aK/II0YAETCS B TOM, YTO €r0 MOKHO IIPUMEHSITD /IS
aHaJM3a 00pa3loB He TOIBKO BUJIOB C YK€ PacIn(pOBaHHBIM
IF€HOMOM, HO U MEHEC U3YUYCHHBIX BUAOB, IJIsI KOTOPBIX €IS
HE BBITIOJTHEHA TOJTHOTeHOMHas cOopka. [Toxoxuit Ha GBS
mertont RAD-seq (restriction-site-associated DNA sequencing),
cxoxxuii B ocHOBe ¢ MeTosioM GBS (ncnonb3yercst mogoOHbIi
MIPOTOKOJI CEKBEHUPOBAHMS, OCHOBAHHBIN HA TPHCYTCTBHUN B
TeHOME CaliTOB y3HABaHUS SH/IOHYKJIea3aM1 PECTPUKINN ), HO
OTJIMYAIOIIUICS TPOTOKOJIOM MoAroroBku oubimorex (Chu-
timanitsakun et al., 2011; Andrews et al., 2016).

Meton GBS npumMeHsieTcst Ui BBIABICHUS B3aUMOCBA3H
MEX1y (EHOTHIIOM M F€HOTHIIOM Ha OCHOBE aHallu3a JIBY-
POOUTENBCKUX KapTUpYyOmuX nomysimuid (QTL-anamms —
quantitative trait loci) nim BeI6opok coproodpasnos (GWAS-
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NGS-ceKkBeHMpPOBaHVe B CeNeKLMOHHO-TEHETUYECKINX
NCCNefOBaHNAX AUMEHSA

aHanu3 — genome wide association studies). BeisiBiieHHbIe B
pesyabrare 3TUX paboT reHOMHbIE PailoHbI, aCCOLUUPOBAaH-
HBIE C TPOSIBIICHUEM TOTO MJTH HHOTO CEJIEKIIMOHHO 3HAaYHMOTO
CBOICTBa, cpazy MapkupoBanbl SNP-mapkepom. Eciu renom
M3ydaeMoro BHAA YK€ CEKBEHHPOBaH, TO MHQOpMaIus o0
00Hapy>KeHHOM paiioHe TeHOMa, aCCOLIMUPOBAHHOTO C IPHU-
3HAKOM, MOYKET OBICTPO IPHUBJIEKATHCS JJIsl IIOMCKA I'eHa-KaH-
JIMJ1aTa, BIUSIONIETO HA N3MEHIUBOCTB 110 IaHHOMY IIPU3HA-
Ky. Metox GBS Tonbko HauMHAeT NPUMEHATHCS HA AUYMEHE
(Fanetal., 2017; Darrier et al., 2019; Goddard et al., 2019), a
pe3yabTaThl UCTIONb30BaHNs SNP-4nMOB yke IPUMEHSFOTCS
6omnee 10 ner.

BBICOKOTIPOM3BOANTEILHOE TEHOTUIIMPOBAHUE SUMEHS
BriepBhie anpoduposano B 2005 r. (Rostoks et al., 2005) Ha
ocHose TexHosoruu [llumina GoldenGate (Fan et al., 2003).
[TepBble KOMMEPUYECKH JOCTYIIHBIC YHUIIbI JUIsi TEHOTUIIHPO-
BaHus stamerst mosiBuHCh B 2009 1. (Close et al., 2009). JTns
€ro co3zianus ObLTO BEIOpaHO 1 poTecTrpoBano 4596 SNP na
576 IHK-o6pa3nax mis 1Byx nuwiotHeix uuiioB OPA, POPA 1
n POPA2, n na 480 IHK-06pa3max ams TpeThero mMUIOTHO-
ro yumna — POPA3. Jlanee 6buto BeiOpano 3072 SNP, xoro-
pble NPOLITH Ka4YeCTBEHHBIH KOHTPOJIb U OBUIN F'€HETHYECKH
nHpopmaTuBHEL. OHE cocTaBWIH JBe Tpon3BoaHble OPA —
BOPA1 u BOPA2, xoTOpble MIaHUPOBAIOCH UCIONB30BaTh
JUIS TajbHEWIINX uccienoBaHuil reHodonaa sumens. 13
3072 SNP, Be1OpaHHBIX 115 U3y4deHus, 2279 ObLUTH TOITyYeHBI
n3 oubmmorex EST, a 793 — nyrem cexBenuposanwus [11[P-
aMIUIMKOHOB. B pe3ysbrare B ruiaropMy JUisi TeHOTUITHPOBa-
HUs, copeprkantyio 3072 mapkepa, Bonutn iBa unna, BOPA1
n BOPA2, kax1blii 13 KOTOPBIX cozepxkal mo 1536 mapkepoB
SNP, 1 oHU MMenu pa3auyHbIe JU3aiHBI TEHOTUITMPOBAHUS
(Close et al., 2009). Cnemxyrouuii unn 6511 pazpadoran Illu-
mina Infinium iSelect 9K Custom Genotyping BeadChip
(Comadran et al., 2012) u Brirogan B ce0s 2832 mapkepa,
pa3paboTaHHBIX U Ipeablryeit Texaonoruu GoldenGate,
1 5010 1OMONMHUTENBHBIX MAPKEPOB, OCHOBAHHBIX Ha OOHa-
pyxenun mapkepoB SNP B nannbix Illumina RNA-seq u3
10 snutHBIX copToB Bennkobpurtannn (Bayer et al., 2017).

I[o Mepe cHIKEHHS 3aTpaT Ha CEKBEHUPOBAHHE MOCTOSIHHO
pocio yucio ooHapykuBaeMbix SNP. [TosTromy Ha crenyro-
meM tarte iardopma 9K Infinium iSelect 6p11a pacmmpena
1o SOK. Yun 50K Bkstoumi oxosio 6000 SNP u3 npenpiayiiero
yuna 9K u HoBbie SNP, BBIsSIBJICHHBIC JIJIs1 SYMEHS HA OCHOBE
3axBara dK30Ma. OT0 3PPEKTUBHBIA METOI, TIO3BOJISIOIIHN
MIPOBOJIUTH MCCIICIOBAHMS TEHOMA 110 BEIOPAaHHBIM JIOKYCaM,
KOTOpbIEe ¢ OOJIbIIEH BEpOSTHOCTHIO OYyIyT COleparh I10-
JTUMOP(U3MBI, CLETIIICHHBIE C HHTEPECYEMBIMH MPU3HAKAMHU
¢enoruna (https://ics.hutton.ac.uk/50k; Bayer et al., 2017).

MeTopbl aHanu3a accouumauuin mexgy reHoMHbIMU
BapuaHTaMu N GeHOTUMNYECKMMM NPU3HAKaMK:
QTL-aHann3 n GWAS

IlepBBIM METOIOM ITOKCKA B3aMMOCBS3M T€HOTHIIA C (PEHOTH-
MOM, MONYYUBIIMM LIHUPOKOE pacnpocTpanenue, crtan QTL-
aHaJIN3, UM METO]T AaHAJIN3a JIOKYCOB KOJMUECTBEHHBIX MPH-
3HAKOB IIPU MCIOJIb30BAHUHN JIBYPOJUTEIBCKUX MOITYIISIIHH.
IIpu >TOM [UI N3yUYEeHUS IPU3HAKA UCCIIEAYETCS MOMYISIIUS
MMOTOMCTBA OT KOHTPACTHBIX IO Mpu3HaKy ponutenei (Kear-
sey, Farquhar, 1998). Takoii ananu3 Ha TAMEHE OCYIIIECTBIIS-
erca ¢ 1989 . (Jensen, 1989), g Hero npuMeHsUTUCH pas-
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JIUYHBIE TUITBI MapkepoB, HaunHas ¢ RFLP. B 2003-2010 rr.
npeobmanany mcciaeqoBanus, B KoTopeix QTL-anamu3 aBy-
POAUTENBCKUX MOMYISIUNA STUMEHS MTPOBOJIMIICS HA OCHOBE
JTAaHHBIX TeHOTUITUPOBAHUS, TIOTy4YEHHBIX NPH omoInu SSR-
MapkepoB. C 2010 r. mst QTL-anann3a saMeHs penMyIIe-
CTBEHHO NPUMEHSUINCH TOMYJISIUH, TeHOTHITHPOBAHHBIC C
nomortibio SNP-mapkepos. C 2014 r. Hayanu ucnoiab30BaThCs
MeTons! ipsimoro cekBeHupoBanus: GBS u RAD (Andrews
et al., 2016; Darrier et al., 2019). KaprupoBanue 3Ha4MMBbIX
JoKycoB ¢ mpuMenenneM QTL-ananu3a gaet BHICOKYIO CTa-
TUCTHYECKYIO 3HAUUMOCTB 1Uist onpenensiemoro QTL, Ho B TO
JKe BpeMst IMeeT Hu3Koe pasperieHue. CylecTBeHHbIH Hello-
CTaTOK METO/1a — OTPaHUYEHUE IeHETHYECKOTO PasHo00pasus
poxuteneii BeIOpanHoit momymsun (Hyne, Kearsey, 1995).

B nmocnenune roapl Ui MaccoBOTO MOMCKA acCOIMAIMN
MeX1y (PEHOTUIIOM U FeHOTHIIOM uctonb3yercss GWAS-ana-
mn3. Ha sumene on mpumensiercs ¢ 2010 . (Lorenz et al.,
2010). CpaBHUTENBHBINH aHAIU3 PaOOT MTOKA3BIBACT, YTO HA
ocroBe GWAS o0OHapy)iBaeTCsi 00JIbIIIE HOBBIX JIOKYCOB, 110
cpaBrHeHHIO ¢ QTL-aHaIM30M IBYpOAUTENbCKAX MOITYIISIIIAN
(Pauli et al., 2014). [IpenmymmecTBo MeTO/a 3aKIIOYACTCS B
BBICOKOM Pa3pelIeHHH, BIUIOTh JI0 OJJHOTO HyKJeoTnaa. Ac-
COILMMPOBAHHBIH C MPU3HAKOM AJIJIENb JIETEKTUPYETCSI 4acTo-
TOH €ro HAJIMUKS B O/ IALHH. OHAKO B 3TOM CIIydae MOKHO
YILYyCTUTb PEIKHIA aJJIeNb, TAK KaK 3HAYUMOCTb OIIPE/ICICHUS
JI0Kyca OyIeT 3aBUCETh OT TOH e 4acTOThI ayuiesist. Jiist BbI-
sBIEHUs JIOKycoB MeTogoM GWAS n3ydaemast nomymsinus
JIOJDKHA OBITh KaK MOXKHO Ooliee pazHopojHa. MeTon uyB-
CTBHUTEJIEH K CTpyKType nomynsanuu. HenpasuisHO chop-
MHUPOBAHHAS TTOMY/ISIINS MOXKET IPUBECTH K YCTAHOBJICHHIO
JIO’KHOIIOJIOKUTEIIbHBIX ACCOLUALINM.

Metox GWAS — 1ocTaTouHO HOBBIH, 1, KaK BUIHO 110 JaH-
HBIM aHaJIN3a MyOIMKaIi, HHAESKCUPYEMBIX B 0a3e TaHHBIX
Scopus (puc. 1), B Te4eHUE MOCISIHIX JIET KOJHMYSCTBO padoT,
BBITIONTHEHHBIX C puMeHeHneM GWAS Ha siameHe, HEyKJIOHHO
BO3pacraeT. B Hacrosiee BpeMst O1arogapsi 3ToMy IOIXOIY
0OHapy KEeHbI TEHOMHBIE PaOHbI, aCCOLMMPOBAHHBIE CO MHO-
THUMH IPU3HAKAMH sTIMEHS. [|J1s1 HaXOXKA€HHs KOMIIOHEHTOB
YPOKaHOCTH U KauecTBa 3epHa ssuMeHst ¢ nomouisio GWAS
M3Y4aloTCsl arpOHOMHYECKHE TIPU3HAKU: BBICOTA PACTEHUS,
JUTHHA KOJIOCa, KOJTMYECTBO 3epeH B Kooce, macca 1000 3epew,
KOJIMYECTBO MPOAYKTUBHBIX 1M00eroB. CymmectsyeT ~40 padoT
IO UCCIIeIOBAHMSIM C Hcnioib3oBaHneM GWAS ycroiunBocTu
STIMEHS K pa3IMIHBIM O0JIE3HAM 1 ~25 paboT — 10 yCTOWYH-
BOCTH K aOHMOTHUYECKOMY CTPECCY — 3acCyXOyCTOHYMBOCTH,
YCTOHYHMBOCTH K 3aCOJICHUIO 1 JIp. [IOMHMO 3TOT0, BBITTIOJTHEHBI
paboTHI IO U3YYEHHUIO CBOMCTB KpaxMala, Coaep KaHIsI OeTka,
B-Tmokana m MHKposneMeHToB B 3epHe. (bonee moxpoOHO
0030p padot npeacrasieH B [TpunoxeHun 2.)

Taxum o6pazom, 1 meroga GWAS darre Bcero Hemoib-
3ytorca SNP-unnsr; SSR u DArT npuMeHsIOTCS penko, OHU
ObLTH akTyasbHBI 10 pazpadotku SNP-uunos u GBS (DArT —
3T0, 10 cyTH, aHanor GBS, HO ¢ mpuMeHeHneM YHIIOB, a HE
npsiMOro cekBeHupoBaHus). Meronx GBS Tonmbko HaumHaeT
MPUMEHSATBCS [T aHanu3a noaumopduzmos JJHK stumens,
0XHJAETCS, 9TO OH MOJIyYHT AaIbHEHIIIee pacipoCTpaHEHHE.

Kak MOXXHO CyUTh O IyOIMKAIMAM, HHAECKCHPYEMBIM B
0a3e manHbIX Scopus (puc. 2), paborsl mo GWAS-anamuzy
B PaBHOH Mepe HarpaBlIeHBI Ha MPOOIEMBI yCTOWIHBOCTH K
(huTomaroreHaM U BpeOUTEISIM (OHOTUIECKHIA CTpece), TOJe-
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Puc. 1. KonuuectBo ny6nukaumi, onucbiBalowmx nposegeHvie QTL n
GWAS Ha sumeHe, NonyyeHHOe Ha OCHOBE MOMUCKa CTaTel No COYEeTaHNAM
cnos: “barley + genome-wide-association” v “barley + QTL-analysis” B 6a3e
AaHHbIx Scopus (Website: http://scopus.com; goctyn <28.08.2019>).

0606LeHMe faHHbIX O MeToAax aHanm3a nonumopdnsma AHK
1 pa3sHbix noaxopax (QTL n GWAS) ansa ycTaHOBI€HUA NOKYCOB,
ACCOLMMPOBAHHbIX C XO3ANCTBEHHO LIeHHbIMW NPU3HaKamu
AYMeEHA

MeTop aHanmsa nonumopoumsma JHK  QTL

MprumeyaHune. YkazaHO KONNYECTBO CTaTell, HallleHHOe Ha OCHOBe Moucka
B 6a3e AaHHbIX Scopus; focTyn <29.08.2019>.

YpoxanHocTb
YcTonumeocTb
K abroTnyeckomy
cTpeccy
YcTonumBocTb
K 6G0TUYeCKOMY
cTpeccy

Puc. 2. Konnyecteo paboT Ha suMeHe, BbIMOTHEHHbIX C MOMOLLbIO MOSHO-
reHOMHOro aHanm3sa accoymnauuin (GWAS).

YKa3zaHo KONMYeCTBO CTaTell, BbIABIEHHOe Ha OCHOBEe Nnouncka B 6ase faHHbIX
Scopus; goctyn <29.08.2019> no nepeceyeHmio KoUeBbIX ClI0B.

PaHTHOCTH K HEOIATrONPHUATHBIM a0HOTHYSCKAM (haKTopam
OKpY’Karolel cpelbl U Ha IMOBBIIIEHUE MPOAYKTUBHOCTH
pacTeHui.

CenexIyst Ha yCTOWYHBOCTH TO3BOJISICT COKPAIIATh TOTE-
pH yposkasi, BbI3bIBaeMble (DUTONATOTEHAMU U BPEAMTEINS-
MHU. B Hacrosmee BpeMs OONMpIIMA ycmex HaOMIOmaeTcs B
UACHTU()HUKANINY TCHETUYCCKUX MapKEpOB IS MPHU3HAKOB
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YCTOWYMBOCTH K OOJIE3HSIM, UMEIOIIMX MOHO- UJIM OJIUTOTeH-
HBIIl KOHTPOJIB (PKaBUMHHBIE O0JIE3HU, TOJIOBHS, MyYHHCTast
poca). CrioxxHee naeHTH(HUINPOBATH TCHETHIECKUE MapKephl
JUIsl YCTOMYMBOCTH 3EPHOBBIX KYJIBTYP K (y3apHo3y Kolioca,
CENTOPHO3aM, TeIbMUHTOCIOPHO3HBIM MATHUCTOCTSIM, KO-
HEBBIM THWISM M JpyruM Oosiesnsim (Adanacenko, 2016).
YacTto ypoBeHb (PeHOTUITMYECKOTO ITPOSIBICHHS yCTOWYMBOCTH
3aBHCHUT HE OT OJTHOTO I'eHa, a OT CYMMapHOTO 3 deKTa Bcex
TEHOB yCTOHYMBOCTH. DTO BEJIET K ITOCTAHOBKE 3a]1a4 Iepe]
HCCIIEJ0BATEISIMU — CO34aTh COPTa C MIOJIMTEHHON yCTOMYU-
BOCTBI0, 00€CTICUMBAIOIIEH CPETHUI YPOBEHb YCTONIHUBOCTH,
YTO BBIPAKACTCSl B 3aME/UICHHOM pa3BUTHHU Oose3Heil. Jta
3ajJja4ya OTATOLIAETCS TEM, YTO BO3HMKAIOT HOBBIE MTATOTUIIBI
(Ghazvini, Tekauz, 2007; Leng et al., 2016).

Kak mcnonp3oBarh JaHHBIC, MTOJyYEHHBIE C TTOMOIIBIO
GWAS, B nanbHeiimux nporpammax ceneknun? Mccnenoa-
HHS yCTaHOBJICHHBIX TEHOMHBIX PalflOHOB ITO3BOJISIIOT HCHTH-
(unmpoBarh, BATUIUPOBATE M MApKUPOBATh I'€HbI-KaH/I1/1a-
ThI. MOXKHO M 0€3 IoKCcKa reHOB-KaHAuAaToB Ipeodpa3oBarh
BeisiBieHHBIE SNP B ymo6uble KASP- mmn CAPS-mapxeps
(Konieczny, Ausubel, 1993; Kumpatla et al., 2012; Semagn et
al., 2014; Shavrukov, 2015), npoBeputh UX Ha HE3ABUCUMBIX
BBIOOpKaxX M, MPU YCIIEUIHOM BaluAallU, PEKOMEH0BAThH
MIPUMEHSATH 3TH MapKepbl /Uit 0TOOpa CENICKIIMOHHOTO MaTe-
puaia. DTOT MOAX0I MOKET ObITh 3p(heKTUBEH B Citydae Jio-
KyCOB, CyIIECTBEHHO BIIMSIONNX HA N3MEHEHHE (peHOTHIIA.
[Momyuennas B pesynsrare GWAS-anammza nHpopmanus o
JIOKyCax ¢ MaJIbIM 3 PEKTOM HITH JIOKYCaX, 3PPEKT KOTOPBIX
CYILIECTBEHHO 3aBHCHUT OT FTEHOTHUIIA, HE Oy/IET UTPaTh POIIH IS
MIPOTpaMM MO MapKep-OPHUEHTHPOBAHHOMN CEIEKINH, OTHAKO
OHa SIBJISIETCS. OCHOBOM JUIsl pa3BUTHUSI pabOT MO IE€HOMHOM
CEINEKIINN.

feHOMHOe pefaKkTupoBaHue

Hannane noqHOreHOMHBIX ITOCIIEI0BATENbHOCTEH 1 U3BECT-
HBIX MOCIIEN0BATEIBbHOCTEH-MUIICHEH [UIsl BHECEHHS 3a/1aH-
HBIX MyTallUH TO3BOJIET OCYIIECTBRIAThH PEIaKTUPOBAHUE Iie-
neBbIX renoB Ha ocHoBe cucteM ZFNs, TALENs u CRISPR/
Cas, U3MeHsS TEM CaMbIM CBOWCTBA pacTeHui (XIeCTKUHA,
[Tymnsii, 2016). Cucremsl ZFNs u TALENSs He nonyunnu
MIMPOKOTO PACTIPOCTPAHEHUSI 3-3a CIIO)KHOCTH MCTIOJTHEHUSI.
Cucrema renomuoro pexakruposannss CRISPR/Cas nao6o-
POT OKa3ayiach IOCTATOYHO MPOCTOM M 3HAYUTEIBHO CIIOCO0-
CTBOBAJIA PA3BUTHIO TEHOMHOTO PEaKTHUPOBAHUS PACTCHHUI.
Cuctema CRISPR/Cas npumensiercst Ha pacTeHHAX Ooiee
ISITH JIET. 32 9TO BPEMsi OHA YCIENIHO anpoOHpoBaHa Ha
24 xynwTypax, s 16 U3 HUX, BKITIOYAs TIMEHbB, TIOTyIEHBI
Mozandukarn 6osee 80 ceeKIMOHHO 3HaYMMBIX reHoB (Ko-
poTkoBa u 1ip., 2017; Korotkova et al., 2019). Pabotsl 1o pe-
JAKTUPOBAHUIO TEHOB STUMEHS BEAYTCS MPEUMYILECTBEHHO
Ha MozienibHOM copte Golden Promise. PenaktnpoBans! He-
CKOJIBKO CEJIEKIIMOHHO 3HAYMMBIX I'€HOB suMeHs. Tak, B
2015 r. T. Lawrenson ¢ komuteramu (2015) crnenamu vepabo-
TOCTIOCOOHBIMHU JBe Kommu reHa HvPM19, koqupyromero
ABA-uHIynupyembiii 0eoK ruiazMarnyeckoid MeMOpaHsl,
YTO MPUBEJIO K COKPAIICHUIO MPOIOIKUTEIILHOCTH EPHO/ia
nokost ceMstH. [lonmy4yeHHble pacTeHust HeCyT MyTaHTHbIE KO-
ITNY FeHa-MUIIEHH, HO HE SIBIISTFOTCS TP TOM TPAHCT€HHBIMH.
B 2018 . N. Kumar ¢ xommeramu (2018) HokayTHpOBau reH
MORC — HeTaTUBHBIN PEryJIATOP yCTOHUYNBOCTH K TPHOHBIM
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naroreHam, a S.V. Gerasimova ¢ koyuieramu (2018a) moiy-
YHJIM TOJIO3EPHBIE PACTEHHS U3 IUIEHYATHIX PAaCTEHUH copTa
Golden Promise, BoiBezist 13 cTposi reH Nud I . Kpome Toro, ipu
MCIIOJIb30BaHUU METOJa TPAHC(EKIUHU MPOTOILUIACTOB ObLIa
BIIEPBbIE II0Ka3aHa BOSMOXKHOCTh YCIICIIHOH MOAU(UKALUH
reHOMa HEMOJICIIBHOTO COpTa sIYMEHs — CHOMPCKOTro copra
Aueii (Gerasimova et al., 2018b).

Takum 00pa3om, CyIIeCTBYIOMAS HAa CETONHSIIHINA ICHD
UH(GOPMALHS O MOTCHIMATBHBIX FEHAX-MHIICHSX U KaY€CTBO
TMIOJIHOTEHOMHOM I10CJIE/I0BATENIbHOCTH SIUMEHS [IPE/ICTABIISIOT
XOpOILYIO 0a3y I IPUMEHEHHNS TEXHOJIOT Nif TeHOMHOTO pe-
JaKTHPOBAHHUS C IIENTBI0 CO3IaHMUsI HCXOHOTO MaTepraa s
CEJIEKLIUU COPTOB C 3aJaHHBIMU CBOMCTBaMHU. JIuMuUTUpYO-
UM (aKTOpOM IUISL Pa3BUTHUS STOTO HAIIPABJICHUS CIIY)KUT
npobieMa Moay4eHHsl PacTeHHH-TPaHCHOPMAHTOB OPYrHX
COPTOB SIUMEHSI, KPOME MOJICIIBHOTO.

Wzyuenne moromcTBa oT ckpentuBanus copta Golden Pro-
mise ¢ copramu, 00JIaIal0IMMH HU3KOH (P ()EeKTHBHOCTHIO
TpaHcdopmalmu, 1a10 BO3MOKHOCTh BBISIBUTD JICCSATH JIOKY-
COB, TONMYYNBIINX HauMeHoBaHus 1 FA [-TFA 10 (transforma-
tion amenability). H. Hisano ¢ xomteramu (2017) npencraBnnm
croco0 IMOJIYYCHU TCHOTUIIOB, HA KOTOPBIX B HaﬂbHeﬁlHeM
IUTAaHUPYETCsI IPOBEICHHE TEHOMHOTO PEIaKTHPOBAHHS, TIPH
9TOM B Ka4€CTBE JIOHOPA I'eHOB 3 PEKTUBHOCTH TpaHCchopMa-
i (TFA 1, TFA2 v TFA3) npemnoxeHo ucnonb3osars Golden
Promise.

3aknioyeHune

brarogapst cekBeHHPOBAHHIO TEHOMA STUMEHS, KOTOPOE OBLIO
3aBepureHo B 2012 1., mpousoria HHTEHCH (UKL I'eHe-
THUYECKUX MCCJICJ0BAHUI, HAPABJICHHBIX HA PacCIIU(PpPOBKY
MEXaHU3MOB (DOPMHUPOBAHUSI XO3SIHCTBEHHO IIEHHBIX IIPH3HA-
kOoB. IH(opMmanus 0 mocie0BaTeIbHOCTH TeHOMa 0Ka3aach
MOJIE3HOM ISl ITMPOKOTO KpyTa uccienoBanuil. C moMOIIbio
metonoB QTL u GWAS npu npumenenrn SNP- u GBS-re-
HOTHITUPOBAHUS BBISIBICH PsIl HOBBIX TEHOMHBIX PaiiOHOB,
CIIETJICHHBIX C XO35I1ICTBEHHO IIEHHBIMU MTpU3HaKaMu. B Ha-
CTOSIIIIEE BPEMSI PE3YIBTAThl CEKBEHHPOBAHNUS B COBOKYTHOCTH
C TEXHOJIOTHSIMH BBICOKOITPOU3BOMTEIILHOTO TeHOTHITNPOBA-
HHSI MOYKHO HCIIOJIb30BaTh JUisi 3 (EKTHBHOTO HAIIPABIEHHOTO
0TOOpa HY)XHBIX TEHOTUIIOB CPEIN CENCKIIMOHHBIX JINHUH,
YTO CYIIECTBEHHO YCKOPHT CO3/IaHHE HOBBIX COPTOB SIMEHS
C 3a/1aHHBIMHU XapaKTepUCTUKAMHU.
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AHHoTauuA. MoneraHne ABNAETCA OAHON U3 OCHOBHbIX NPOGSIEM CHUXKEHWA YPOXKANHOCTU M KayecTBa 3epHa
O31IMOW 1 APOBOW MLUEHNLIbl. YCTONYMBOCTb 3TOM KyNbTypbl K MONEraHnio B 3HaUNTENbHOW CTEMEHN 3aBUCUT OT
$aKkTOpOB BHeLUHel cpefbl, 61oNormyecknx 1 Mopdponornyecknx ocobeHHocTel cTebna n KOPHeBON CUCTEMDI.
Cenekuna COPTOB Ha YCTONYMBOCTb K NONEraHnIo akTyasibHa BO MHOTMX CTpaHax Mrpa, U B JaHHOM HanpaBneHnm
nonyyeH pag JOCTVXEHWN. BbicoTa pacTeHWin — BaxHbIN MOPGONOrMYecKnin NprsHaK, CBA3aHHbIN C YCTONYMBO-
CTbto K noneraHmio. OCHOBHbIM HamnpaBfieHNeM ANA CHUKEHNA PUCKa BO3SHUKHOBEHUA MOJSIEraHnA CTano BbiBeje-
HMe COPTOB, HeCyLWMX reHbl KopoTkocTebenbHocTu (Rht). TeHbl Rht-B1b, Rht-D1b, Rht8, Rht11 nonyunnu wmnpokoe
pacnpocTpaHeHvie BO BCEM MVpe CPeAun COPTOB MAFKOW MleHULbl 6narofapa 3HauMTeNIbHOMY BIUAHUIO HA XO-
3ANCTBEHHO LieHHble NPY3HaKK, BKoYaa noneraHve. HemanoBaXHbIM OKa3anocb UsyyeHune aHatomo-mopdorsio-
rMYeCcKUX 0COBEHHOCTe 1 XMMMYECKOro COCTaBa TKaHel cTebns, KOTopble AOMOSHAIT OLEHKY YCTOMYMBOCTMU K
noneraHnio 1 NO3BoNAT 6osiee NOHO XapakTepr3oBaTb M3yyYaembllii copToBo MaTepuan. OcobeHHO 6onbluyto
pob B NPOYHOCTU CTe6IA MHOTME NCCNe0BaTeNV OTBOAAT TONUMHE CTEHOK MEXA0Y3NNIA U X aHaTOMUYECKOMY
CTpoeHuto. inameTp CONOMVHbI, ee TOICTOCTEHHOCTb 1 BeC, 60/1bLIOE KOTMYECTBO COCYAMCTBIX MYYKOB U LLIMPOKOE
KOJbLIO MeXaHNYeCKMX TKaHel KoppenmpyioT C YCTONYMBOCTbIO K NONeraHuto. BaXHbIMK CTPYKTYPHbIMU KOMMO-
HeHTamu, obecneymBaloLMMK MPOYHOCTb CTEONA Y MLUEHNL b, ABAAIOTCA COAepPKaHMe IMTHMHA, KPEeMHUA 1 Len-
nionosbl. bonbLuoe 3HayeHVe B BbIABNEHNM rEHETNYECKOW OCHOBbI B3aUMOOTHOLLEHNI MEXAY aHAaTOMUYECKAMU 1
Mopdodur3nonornueckMmm NprsHakamm cTebna 1 KOPHEBOW CUCTEMbI U NMOJIeraHMeM MET MOJIEKYIAPHO-TeHe-
TUYECKNIA aHaNM3 1 KapTUPOBaHMe FreHOB 1 JTIOKYCOB KONMYECTBEHHbIX MPU3HaKoB. [eHeTuvyecKne GpakTopbl, oTpa-
xKatolwme Koppenauuy mexay noseraHuem 1 TONWUHON CTEHKU CTEONSA, YNCIOM NPOBOAALLMX MYYKOB 1 APYFMA
napameTpamu, 6binn KapTMpoBaHbl B xpomocomax 1A, 1B, 2A, 2D, 3A, 4B, 4D, 5A, 5D, 6D n 7D. YcTtaHOBNEHO, UTO
NOKYCbl C BbICOKUM deHOoTUNNYECKM 3PHEKTOM B OTHOLLEHMIN TONEPAHTHOCTUN K MONIEraHNio KONOKaNmU3yloTCa C
NOKyCaMW, OTBETCTBEHHbIMY 3a BbICOTY pacTeHWs, AUaMeTp 1 MPOYHOCTb CTe6AA. [InA NOBbILUEHUA YCTONUYNBOCTH
K noneraHuio HeobxoMMmbl pazpaboTka KOMMIeKca arpoTEXHNYECKMX METOLOB, CHUXAIOLWVX BANAHME NOYBEHHO-
KnmMmaTtunyecknx ¢pakTopos, 1 CO34aHNe ToNepPaHTHbIX K NONeraHnio COpPToB.
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Lodging in wheat: genetic and environmental factors
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Abstract. Lodging is one of the main factors in reducing the yield and grain quality of winter and spring wheat
varieties. The resistance of wheat cultivars to lodging largely depends on environmental factors, biological and
morphological features of the stem and root systems. Selection of the varieties for resistance to lodging is relevant
in many countries of the world and has a number of achievements. Plant height is one of the most important mor-
phological characters associated with lodging resistance. Breeding of the varieties carrying the dwarfing genes
(Rht) is the main direction to reduce the risk of lodging. The Rht-B1b, Rht-D1b, Rht8 and Rht11 genes are widely
used throughout the world due to their significant influence on agronomically valuable traits, including lodging.
It turned out to be important to study the anatomical and morphological features and chemical composition of
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stem tissues, which complement the assessment of resistance to lodging and allow the varietal material to be
more fully characterized. The thickness of stem internodes and their anatomical structure play an important role
in the stem strength. The diameter of the stem, its thickness and weight, a large number of vascular bundles and
a wide ring of mechanical tissues correlate with resistance to lodging. The content of lignin, silicon and cellulose
are important structural components and provide the stem strength of wheat plants. Molecular genetic analysis
and mapping of genes and quantitative trait loci are of great importance in identifying the genetic basis of the re-
lationship between the anatomical and morphophysiological characters of the stem and root system and lodging.
Genetic factors reflecting correlations between the lodging and the thickness of the stem wall, the number of
vascular bundles and other characters were mapped to chromosomes 1A, 1B, 2A, 2D, 3A, 4B, 4D, 5A, 5D, 6D and 7D.
It has been found that loci with high phenotypic effects on lodging tolerance are colocalized with loci responsible
for plant height, stem diameter and stem strength. To increase resistance to lodging, it is necessary to develop a set
of agrotechnical methods that reduce the influence of soil and climatic factors and create wheat varieties tolerant
to lodging.

Key words: wheat; lodging; stem; Rht genes; lignin; anatomical and morphological characters.
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BBepeHune

[Toneranne — onuH U3 MIaBHBIX (HAKTOPOB, BIMSIONINX Ha
YpOXalHOCTb ITIICHHIIBI, Ka9eCTBO 3€pHA M COJCP)KaHHE B
HEM IIUTATCIIbHbBIX BCIICCTB. HpI/I IIOJICTAHUU ITOHUXKACTCS
YCTOWYMBOCTh PaCTEHHH K O0NIE3HIM, (POPMUPYETCS HIyTII0e
3epHO, BO3HUKAIOT ITPOo0IeMbI ¢ yoopkoi yporkast. [loneranne
TIIEHHUIIBI B TPeTyOOpOUHBIN 1 YOOPOUHBIH TepHO/IBI, COIPO-
BOXKIAIOIIMECS HEOIArOMPUSITHEIMH ITOTOIHBIMHU YCIIOBHSAMH 1
YacTHIM BBINA/ICHUEM TOKICH, BI€UET 3a cO0O0i mpopacTanne
3epHa Ha KOPHIO M 3HAYMTENILHO CHMXKACT XJIeOOIeKapHbIe
kauecTBa. DopMUpPOBAHHE MEJIKOTO 3€pHA C HU3KOW Maccoul
1000 3epeH B pe3yinbTare HapyLUIeHUs TPAHCIOPTUPOBKU ac-
CUMUJIAHTOB B KOJIOC — YaCTOC ABJICHUC IPH IMOJICTaHUH, HA-
CTymIUBILEM 10 HanuBa 3epHa (Berry et al., 2004; Packa et al.,
2015; Khobra et al., 2019). [Torepu 3epHa Ha MOJETAIONINX
[10CeBaxX 03UMOM U IPOBOM MILIEHUIIBI COCTABIIAIOT B CPEAHEM
ot 20 10 50 %. IToneranue MoCEBOB Ha CTAIUAX KOJIOIIEHNS,
MOJIOYHOH, BOCKOBOH M IIOJTHOM CHEJIOCTH 3epHa MPUBOAUT
K CHIDKCHHIO ypokaiiHocTH Ha 31, 25, 20 u 12 % cootBeT-
ctBerHo (Weibel, Pendleton, 1964; Fischer, Stapper, 1987).
Jlaxe KpaTKOBpEMEHHOE TOJIETaHHE PACTECHHH BBI3BIBACT
notepu ypoxas (MBanos, /{oxynaes, 1979). UccnenoBanus
A.H. JIy6auna (2006) mokasaiay HalIu4ne MpsIMON CpeqHen
3aBucuMocTH (r = 0.346+0.08) Mexy yCTOWYMBOCTBIO K
MOJICTAaHHUIO M YPOXKANHOCTHIO; IIPH 3TOM B TOJIBI CO CIa0BIM
YBII&XKHEHHEM 3Ta CBS3b BBIpaXKeHa ciabee. Uem ycToidn-
Bee cTe0ertb, TeM JIydIle Pa3BUT KOJOC: OH KpyITHEe, JIydIle
03CpHCH U UMeeT O0JIBIIO Bec 3epeH. B moseriom ieHose y
pacTeHHU akTHBHEE pa3BUBAIOTCS JIUCTOCTEOIEBEIE OOIC3HN
(MyuHHCTast poca, Oypas 1 creOieBast p>kaBaMHa, CETOPHO3)
1 KOPHCBBIC T'HUJIN.

Amnamm3 MHOTourcIeHHBIX padot (Hocarosckuit, 1965; Te-
pentbeB, 1974; Usanos, [loxynaes, 1979; Jlennu, 1980; 3axa-
poB u 11p., 2014; Packa et al., 2015; Shah et al., 2017; Khobra
etal., 2019) mo3BoJsieT caenarh 3aKII0UeHHE, YTO ITOJICTaHNe —
9TO M0 CYHIEeCTBY (pr3MONIOTHUEcKast peakiysi pacTCHU Ha
OIpe/IeIICHHbIC YCIIOBHS BHEITHEH Cpe/ibl: HEOCTAaTOK CBETa,
CTPYKTYpY TOYBBI, €€ H30BITOYHYIO BIAXKHOCTb, BIQXKHBIH C
BBICOKOH TEMIIEpaTypoil MUKpOKJIMMAT BO3/1yXa, BHICOKOEC
COACPIKAHUE a30Ta U APYTI'UX MUHEPAJIbHBIX COCTaBJIAIOMINX
(Mavi et al., 2004; Dahiya et al., 2018). [Ilepeuncriiennsie (ak-
TOPBI BHEITHEH CPEIbl CUUTAIOTCSI OCHOBHBIMHU MPUYNHAMU
TIOJIETaHHUS! 36PHOBBIX KYJBbTYp. HemManoBaxHy0 poiib UTPatoT

KITMMATHYCCKUE U TIOTOTHBIC YCIIOBHSI, B TOM YHCIIC CKOPOCTh
BETpa, JOXKIU U T'pal. B TOATBEPIKACHNUEC TAKOI'O BbIBOJA I'0-
BOPSAT (paKThl MACCOBOTO PACIPOCTPAHEHHMS MOJETAHUsSI BO
BJIQXKHBIX paifOHaX ¢ OOUIILHBIMH €CTECTBEHHBIMH 0CAIKAMH
(Niu et al., 2016).

YCTOMUHUBOCTH K IMOJIETAaHUIO 3aBUCUT TAKXKE OT KOMILJIEKCa
B3aUMOCBSI3aHHBIX [TPU3HAKOB, TAKMX KaK aHATOMHYECKHE U
MOP(OJIOTHYSCKUE OCOOCHHOCTH CTEOIIST M KOPHEBOM CHUCTE-
MBI, OMOXUMHYECKHE B (HPU3NOJIOTHUECKHE TPOIIECCHI, TIPO-
TEKaIKe B opranu3me pactenusi. CoriacHO MpOBEICHHBIM
HCCJICAO0BAHUAM, OCHOBHBIMU XapaKTEPHUCTUKAMU, KOTOPLIC
OIPEACISIIOT YCTOWYNBOCTD IIIEHHIIBI K MOJIETAHUIO, SBIISI-
IOTCSI: BBICOTA PACTEHUSI, JNTHHA U TOJIIHUHA CTEOJIs1, pa3Mepbl
BEPXHCTO U HUIKHETO Me)K}IOy&HPIﬁ, YHUCJIO MPOAYKTHUBHBIX
MOOETOB, IMAMETP M YHCIIO TIPOBOJISIIMX [TYYKOB, COJIEPIKAHNE
JUTHUHA | [IEJUTION03BI B CTEOTIE, COEpKaHNE PACTBOPHUMBIX
caxapos, Bec 3epHa B konoce (Kelbert et al., 2004; Monoga,
2009; Berry, 2012; Packa et al., 2015; Xiao et al., 2015;
Khobra et al., 2019; Shah et al., 2019).

[ocnemHre 1OCTHKEHUS B pa3pab0OTKe METOI0B OMOTEXHO-
JIOTHH MTO3BOJTUITH WICHTU(DUIINPOBATH PsiJi TEHOB U JIOKYCOB
KOJINYECTBEHHBIX MPpU3HAKOB (QTL), KOHTPOIUPYOLIHX MTPHU-
3HAKH, CBsI3aHHbIC C moJjieranueM. C UCIOIb30BaHHEM JBYPO-
JIUTENLCKUX KAPTUPYIOIIUX MOMYJISIINIT ObLIN JIOKaTN30BaHbBI
reHeTnvyeckue (pakTopbl, aCCOIUUPOBAHHBIEC C TOJIEPAHTHO-
CTBIO K ITOJIEraHUI0. MHOrMe U3 HUX KapTUPOBaHBI B TEX KC
TeHOMHBIX paifoHaX, I7Ie JIOKATN30BaHbI TeHBI, OTBEYAIOIIIHE 32
BBICOTY PaCTEHHSI, IUAMETP U TOJIIHHY CTEOIsI, ypOXKAHHOCTh
(Verma et al., 2005; Kong et al., 2013; Berry P., Berry S.,
2015). Coueranrne METOIOB MOJIHOTEHOMHOTO TIOMCKA acco-
AN U BEICOKOIIPOU3BOIUTEIHHOTO ()CHOTUITUPOBAHUS C
HUCIIOJIb30BAHUEM O6I_HI/lprIX KOJ'IJ'leKLII/lI‘/II COpPTOB BbISIBHUIIO
HOBBIE TEHOMHBIE pallOHbI, KOPPEIUPYIOIIHE C YCTONYHUBO-
cthio k moneranuto (Kaur et al., 2017; Singh et al., 2019).

Cenex1ys 3epHOBBIX KYJIBTYp Ha IPOLYKTUBHOCTH HEpas3-
PBIBHO CBs3aHa C CEJIEKLMEN Ha yCTOMYMBOCTb PacTEHUU
K HEOIaronpusTHeIM (hakTopaM BHEIIHEH CPeJibl, BKIIOUAst
YCTOMYUBOCTS K IOJIeraHuio. B HacTosieM 0030pe paccMoT-
peHa poJib Pa3IHUYHbIX (AKTOPOB, BIHSIOUIMX HA YCTOWYH-
BOCTh TIICHUIIBI K MOJETaHUIO, B TOM YHCIE MPUBEIACHBI
PE3yIIbTaThl UCCIICIOBAHUI 10 MOJICKYJISIPHO-TCHETHUCCKOMY
KapTHPOBAHUIO TeHETUYECKUX JIOKYCOB, ACCOIIMUPOBAHHBIX C
MPOSIBIICHHEM JIAHHOTO MPHU3HAKA.
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Tunbl noneraHms
[Tox moneranueM MPUHSTO MOHUMATh CMENIEHUE CTeOIs
WJIK BCETO PACTEHHSI OT €ro BEPTHUKAIBHOTO mosoxkenus. Ha
MPAKTUKE Pa3IHYarOT MPUKOPHEBOE U CTEOJICBOE MOJICTaHHE
mmenntbl (HocaroBckuit, 1965; 3axapos u np., 2014; Khobra
et al., 2019). [IposiBNeHIE KOPHEBOTO MIIA CTEOICBOTO THIIA
MOJICTAHMSI 3aBHCUT OT XapaKTEPUCTHK KOHKPETHOTO COpTa
1 (paKTOPOB BHEIIHEH cpelibl. [IpUuKOpHEBOE MOJIeTaHKUe CBsI-
3aHO C HEJIOCTATOYHON MEXaHWYECKOH MPOYHOCTHIO CaMHX
KOpHE# In00 HEI0CTaTOUHO MPOYHBIM CICTIICHUEM KOPHEBOU
cucreMsl ¢ ouBoii (Packa et al., 2015; Shah et al., 2019).
ApXUTEKTYpa KOPHEBOH CHCTEMbI MIPACT BAXKHYIO POJIb B
MOJIICP>)KAaHUK YCTOMYMBOCTH PAcTEHUs K IoJeraHuo. M3-
BECTHO, YTO IIyOWHA 3aJieraHusl KOPHEHl, JUTMHA U TUIOTHOCTh
KOPHEBBIX BOJIOCKOB, YTOJI PACIIONOKEHHUSI 0a3aIbHBIX KOPHEH
1 X U3rub BIMsoT Ha yerounBocTs (Pinthus, 1967; Crook,
Ennos, 1993). Oanoii u3 nmpuuuH c1ab0opa3BUTONH KOPHEBOI
CHUCTEMbI MOXKET OBbITh JC(QUIMT BJIArd B MOYBE B MEPBYIO
MOJIOBUHY Beretanuu. Kpome Toro, mpukopHEBOE MOJICTaHKe
BCTpEYAeTCsl B paiioHaX ¢ OOJIBIINM KOJIMYECTBOM OCAJIKOB B
(ha3bl KyIIEHHs U BBIXOJIA B TPYOKY, & TAKIKE TIPH OPOILICHUH.
Kak mpaBuiio, y reHOTHUIIOB C TAKHM THUIIOM IOJICTAHUSI TIPOY-
HBII cTeOelb, X aHATOMHYECKHE TIOKA3aTeld BIIOJIHE COOT-
BETCTBYIOT MOKA3aTeJIsIM COJIOMUHBI XOPOIIIO YCTOHYUBBIX K
nosteranuio ¢popm (MBanos, Jloxynaes, 1979; Jlesutu, 1980).
B pesynbrare nepeyBlaXHEHUS] BEPXHETO CJIOs MOYBBI MO
TSHDKECTBIO HAJ[3¢MHOW MAacChl PACTEHUI HAOIIOIaeTCsl CMe-
IIICHUE ¥ PACTSKEHUE KOPHEH, a MHOT/Ia U UX pa3psiB. CteOnu
pacTeHuil TepsIIOT BEPTUKAIBHOE IMOJOKEHHUE U TIOJIETaloT.
Bonee mupokuii yroi pacnpocTpaHeHusi KOPHEBOH CHCTEMBbI
CHU)KAaeT PUCK BO3HHUKHOBCHHS PUKOPHEBOTO TOJCTaHUS
(Hocarosckuii, 1965; Berry, 2012; Packa et al., 2015).
CrebneBoe MmojieraHue MIISHUIIbI TPOUCXOAUT TIOJT BIIHSI-
HUEM HArpy3KH Ha cTe0esb, KOTOpasi BO3PACTACT C YBEIHYC-
HHEM Beca Ha KOJOC U Y/UIMHEHUEM COJOMHHBL Jpyrumu
CJIOBaMH, [TPOMCXOAUT M3THO U JIaXKe CIIOM COJIOMHUHBI, Ipe-
HUMYIICCTBEHHO B PaiiOHE BTOPOTO M TPETHETO MEXKJIOY3JIIUs
cuuzy (Tepenrtbes, 1974; Zuber et al., 1999; Packa et al.,
2015; Khobra et al., 2019). OcobeHHO 9acTo cTedIeBOE 1O~
JICTAHUE BCTPEUYACTCSI Y COPTOB C JTTMHHBIM X TOHKUM CTEOJIEM.
Hanbonpmmuii Bec Koji0oca OTMEYAETCS B KOHIIE CIIEIOCTH.
HecMoTpst Ha TO YTO TPEThE HIKHEE MEXKI0Y3/IHe 00maaaeT
MEHBIIICH YCTONYHNBOCTHIO COJIOMHIHBI Ha U3JIOM, Y€M BTOPOE,
B cuiy OOJBINEH HArpy3KH, MPUXOSIICHCS Ha MOCcIenHee,
MOJIETaHUE TIICHHUI[BI Yallle BCEr0 OTMEUYAeTCsi HMEHHO BO
BTOPOM MEXKOY3IUH. YBIXXHCHUE KOJIOCA YBEIIMYMBACT Ha-
Ipy3Ky Ha cTe0elb, MOATOMY JOXKIN B ATO BpeMsi Hanbosee
OTIACHBI JUTs IOJICTaHHS [IIICHUI[bI. YCIIOBHUS BHEIIHEH CPE/Ib
npuoOpeTaroT 0co00e 3HAYCHHE BO BpeMs (hOPMHUPOBAHUS
BTOPOTO U TPETHETO MEMKI0Y3ITHSL.

(DaKTOpr, Bbi3blBaloLjie nosieraHne

DakTopbl, BHI3BIBAIOIIUE TTOJIETAHHE, MOYKHO TTOPA3/ICIUTh
HA YEThIPE TPYIIbL: OCOOCHHOCTH CaMUX PacTeHHid (CTpoe-
HHE 1 CBOMCTBA CTEOIIs, pa3BUTHE U CTPOEHHE KOPHEH 1 1Ip.);
(dhusnyeckue Gpakropsl (BETEp, A0KIb, IPa, TEMIEpaTypa u
CBETOBOM PEXUM U JIp.); arpoTeXHIUUSCKUE (PaKTOPHI (H30bI-
TOYHOE YBIIQKHEHUE U TUTAHUE, B [IEPBYIO OYEPEb a30THOE,
HemocTatok (ocdopa U Kajusl, 3aBbIIICHHBIC HOPMBI II0CEBA
U JIp.); TIOpaXECHUE MIIECHUIIBI OOJIE3HIMHU, KOTOPOE B He-
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MaJIOi CTENEeHM CBS3aHO C COPTOBBIMH OCOOCHHOCTSIMHU U
arpOTEXHUKOH.

Ocoboe 3HaueHNE UMEET BBINAICHUE 0CA/IKOB,  TOYHEE HE
KOJIMYECTBO BBINABIINX OCA/IKOB, @ HHTEHCUBHOCTD JOXKIS U
camo ero gopmupoBarne. Kak mpaBmio, CHIBHBIN U TTOPHI-
BHCTBIN BETEP C JOXKIEM HIIH TIOCIIE JOXKIS SBISICTCS OCHOB-
HOM NpUYMHON nosieranus. HemanoBaxHsiit Gpakrop — 3ary-
IIEHHOCThH ITOCEBOB, KOTOPasi MPUBOANT K BO3HUKHOBEHUIO
B3aMMO3aTECHEHUSI, B PE3YNIBTATE Yero GOPMHUPYIOTCS TOHKHE
U JUTMHHBIC CTEOJIHM CO CIa00Pa3BUTON KOPHEBOW CHCTEMOM
(MBanos, [oxynaes, 1979; Foulkes et al., 2011).

BbIcokuii ypoBeHb IIOIOPOANS M CTPYKTYpa ITOYB TOXKE
CIOCOOCTBYIOT IoJIeranuto. JIoCTyHBIN AJIsl pacTeHUs a30T
MOXXET ITOCTYIIaTh B HETO B pe3yIbTaTe MUHEPAIH3AINN pac-
TUTEJIBHBIX OCTATKOB WJIM 4Yepe3 MHUHEpAJIbHbIC YI0OpEeHUS
(Berry et al., 2004). IIlpumeHeHre MUHEpaAIBHBIX Y100pe-
HUH BEAET K MOIIHOMY BEreTaTHBHOMY POCTY IMIICHHIIBI, K
CHIIBHOM KyCTHUCTOCTH, YTO BJICUET ITOBBIIICHHYO INIOTHOCTD
arpolieHosa pactenuil. [loBpllaercss KOHKypeHUHUs 3a Ipo-
CTPAHCTBO, CBET M MTUTATEIIFHBIC BEIIECTBA, YTO B KOHCUHOM
UTOTEe MPUBOANT K (POPMHUPOBAHMIO pacTeHHH ¢ Oojee TOH-
KUMU W JJIUHHBIMH U 00J1ee CIIa0bIMK CTEOIIMHU C MCHBIIIMM
KOJIMIECTBOM CYXOTO BEIIIECTBA B HIDKHEH 9aCTH MEXKI0Y3IIHS.
[Momumo ymamuHeHUs cTeOist, HaOmonaeTes: GopMUpOBaHHE
TOHKHX KOPHEH o ci1aboi CHIToM crierieHus ¢ mouBoi (Berry
etal.,2004; Foulkes et al., 2011). Bompimoe konmuecTBo a3oTta
CHIDKACT TaKXKe COJIeprKaHue LeIUTION03bI M JIMTHUHA. Y100pe-
HUS ¢ KanueM, (ochopoM 1 MUKPOIIIEMEHTAMH OKa3bIBAIOT
MEHBIIIee BO3ICHCTBHE Ha N3MEHEHHE IPOYHOCTH CTEOIS, IeM
a30THBIE, XOTS 3TH JaHHBIe HeomHo3HauHbl (Mulder, 1954;
Zhang et al., 2017; Khobra et al., 2019).

B coBpeMeHHOM TPON3BOICTBE MPHUMEHSIIOT HMHTEHCHBHEIE
TEXHOJIOTHH BO3/ICJIBIBAHHNSI IIICHNIIBI: BHECEHHE MUHEPAJb-
HBIX yIOOpEHHH C 1IeJIbI0 MOJTYyYeHHs] BBICOKUX YPOXKaeB M
TTOBBIIIICHIS KauecTBa 3epHa. [[0CKoIbKy MpUMEHEHIE MUHE-
PaNBHBIX YIOOPCHUI MOKET IIPUBECTH K ITOJICTaHUIO, OJTHIM
13 CIIOCO0O0B PEILIeHHUsT JaHHOM 3a]1a41 CTaJI0 UCIIOIb30BaHUE
PETYISITOPOB pocTa (PETapaaHTOB), TOPMO3SIINX POIIECCHI
pocrta pactenusi. Oka3aaock, YTO CBOEBPEMEHHOE TOPMOXKE-
HHE pOCTa BEreTaTHBHBIX OPraHOB PACTEHUIH MOXET CII0Cc00-
CTBOBAaTh PAa3BUTHIO Y HHUX Ps/ia TOJIE3HBIX XO3IHCTBEHHBIX
MIPU3HAKOB: PACIIUPEHUE IIACTUHOK JIMCTHEB, TIOBHIIICHHE
MHTEHCUBHOCTH HX 3€JI€HOI OKPACKH, pOCT 00beMa KOPHEBOH
CHCTEMBI, YMEHBIICHNE MTPOIOIHKATEIEHOCTH TTOKOSI CEMSH,
TIOBBIIICHUE BCXOXKECTH M yBEIIMUCHUE SHEPT UK IPOPACTAHHSI.
[Tpu 5TOM BaskHO, 4TO CaM X071 (PU3HOJIOT NUECKHX ITPOLIECCOB,
OTIPENIeNAIONTNX MPOAYKIIMOHHYIO CIOCOOHOCTH 00paboTaH-
HBIX PACTCHUH, HE JOJDKEH MPETEPICBaTh CYIIESCTBEHHBIX
n3MeHeHui. JlaHHbIC O BIMSHUU PETapJaHTOB Ha (PU3UO-
JoTrH4ecKue (QYHKIIMH PACTEHHWH MPOTHBOPEUYHBHI, OTHAKO
OOITBIIMHCTBO PE3YyIIETATOB CBUICTEIBCTBYET, YTO PETYISTOPHI
pOCTa pacTeHHi He OKa3bIBAIOT OTPHULIATEIILHOTO BO3IEHCTBUS
Ha (DOTOCHHTE3, OTPAHWIHUBAIOT YPE3MEPHBIA PAaCcCX0 BOABI U
obecrieunBaroT O6osee OnaronpusTHEIH BomHbIH pexxnMm (11a-
moBai u ap., 2010; Souza et al., 2010).

AHaTomunuyeckue n mopdpodusnonornyeckue
napameTpbl cTebns

JnmHa ctebns — onuH U3 Hanbosee BayKHBIX MOP(OIoruye-
CKUX MPU3HAKOB, KOPPEIUPYIOIIUI C YyCTONYUBOCTBIO K I10-
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JIeraHno. 3HaYMTeNIbHAsl CKIIOHHOCTD K IOJIETaHUI0 Y IIIIe-
HUIIBI HAOMIOMaeTcsl TMpH BBICOTE pacTeHus cBeimie 120 cm
(Hopodees u ap., 1976; Packa et al., 2015). 'enoTnmsl, nmeto-
IIM€ YKOPOUYEHHYIO COJIOMUHY, OTIIHYAIOTCSI TOJIEPAHTHOCTHIO
K TIOJIETaHUIO U OONBIIeH ypoykalfHOCTBIO 3epHA. AKTHBHOE
BBIBE/ICHHE KOPOTKOCTEOEIBbHBIX COPTOB Hadanoch B 1960—
1970-x TIT. IpU UCMOJB30BAHUH B CEJICKIMH Pa3IUIHBIX
amneneit renoB Rt (Reduced height). CormacHo karamory
TEHHBIX CHMBOJIOB, y MIICHHIBI 0OHapyxeHo Oonee 40 an-
Jeneii reHoB RAt, TOKaJM30BaHHBIX B XPOMOCOMaX BTOPO U
YETBEPTON T'OMEOJIOTMYECKUX I'PYIII U B XpoMocoMax SA, 5D,
6A,7A, 7B (Mclntosh et al., 2013, Supplements 2014-2017).
['enbl RAt yCIIOBHO JETISITCS HA JIBE TPYIIIBI ITO MX PEAKIH Ha
rHOOEPEIITHOBYIO KHCIO0TY. HeayBcTBHUTEMBHEIE K THOOEpEI-
JTvHAM TeHbl Rht] v Rht2 xapTrpoBaHbl B KOPOTKHX TUIEYaX
xpomocoM 4B u 4D. I'ensbl, uyBcTBHUTENIBHBIE K THOOEpEILIN-
HaM, OBLTH JIOKaJTH30BaHBI B XxpoMocoMax 2A, 2DS, 7BS u SA.
Kpome reHOB ¢ MOCTOSSHHBIMU CHMBOJIAMH, TIPAKTHYECKH BO
BCEX XpOMOCOMaXx IIIEHHIbI KAPTUPOBAHO OOJIBLIOE YHCIIO
QTL (Wurschum et al., 2017).

HecmoTpst Ha MHOTOYMCIICHHOE YHCIIO TEHOB U ayuieiel
Rht, Tonbko uetsipe u3 Hux — Rht-B1b (4BS), Rht-D1b (4DS),
Rht8 (2DL) u Rhtll (Rht-Ble) — momydnnu MpaKTHIECKOEe
IpUMEHEHNE TpU co31aHuK HOBBIX coproB (Knopf et al.,
2008; Pearce et al., 2011; Xiao et al., 2015). [Ipucyrcreue
3THX T'€HOB B COPTAaX MPUBOJUT K YMEHBIICHHUIO YUCIIA U
pa3sMepoB MEXJIOY3JIHH, COKPAIIEHHIO UTMHBI KOJICOITHIIA,
CHIDKCHUIO JUTHHBI cTebiis Ha 14—17 % u crocoOcTByeT
yBenm4ueHuto ypoxaiinoctu 10 20 % (Berry, 2012). Annens
Rht-Ble ctumynupyer cyniecTBEHHO O0JIbIIee CHIPKEHHUE BbI-
COTbI PACTCHUI U YBEJIUYEHUE YPOXKAUHOCTH 110 CPABHEHUIO C
amnenem Rht-B1b (JuBamryk u ap., 2012; Kopuryrosa u nip.,
2014). Ha cerogusimnuii nens 6onee 70 % copToB B MHpe
COJICpIKaT 10 KpanHei Mepe onuH u3 3tux RAt renos (Evans,
1998; Borojevic, Borojevic, 2005; Kopuryrosa u ap., 2014;
Shah et al., 2019). OcTanbHbIe JTOKYCBI RAt HE HCTIONB3YIOT-
Csl U3-3a HEraTHBHBIX 3()(EKTOB HA YPOXKAWHOCTH U JIpyrUe
XO3HCTBEHHO BaykHBIE Tpr3Haky (Daoura et al., 2014; Wang
etal., 2014; Li et al., 2015).

B HacTosiiiee BpeMsi U3BECTHO, YTO reHbl RAt-Blb u
Rht-D1b mmieHunsl KoaupyioT MyTanTHele 0emkn DELLA,
KOTOpBIE TIPH 00pa30BaHWN KOMIUIEKCA C THOOCPEIITMHOM
U PELETITOPHBIM OEJIKOM PErpPecCUpPYIOT THOOSPEIITHHOBBIN
CHUTHAJI, BIIHAS TAKUM 00pa30M Ha POCT U PAa3BUTHE PACTECHUS
(Peng et al., 1999; Yamaguchi, 2008; Pearce et al., 2011;
Thomas, 2017). Myrauuu B crpykrype O6enkoB DELLA,
CHIKAIOIINE YyBCTBUTEIBHOCTh K JACHCTBHIO THOOeperu-
Ha, OBUTH BBISIBJICHBl Y MHOTUX BHJIOB PACTCHUH U JICTAIBHO
M3y4eHbl Ha rpumepe apadbuorncuca u puca (bunosa u ap.,
2016; Vera-Sirera et al., 2016). Uto kacaercs MIIIEHUIIBI, TO
Ha JTAHHBI MOMEHT MOJICKYJISIPHBIC 1 OMOXMMHUYECKHE (DYHK-
1uu MyTaHTHBIX 6enkoB DELL A HerocTaTouHO U3y4eHbl, YTO
CEpPBE3HO 3aTPYIHSET MEPCIIEKTHBBI MCIOIb30BAHUS TAKUX
MyTalui Ha MPaKTHKE.

[ToMuMO JUTMHBI, HEMAIOBAXKHYIO POJIb MIPAIOT JIpyrue
rmapaMeTpsl cTeOsl. YCTaHOBIEHO, YTO AUAMETP COJTOMHUHBI,
€€ TOJICTOCTEHHOCTB U BEC, KOJIMYECTBO COCYANCTHIX ITYYKOB
U [IMPOKOE KOJIBLIO MEXaHUYECKUX TKaHEH KOPPEIHPYIOT C
ycToitunBOCTRIO K moneranuio (EmenssHoBa, Pesnndenko,
1970; NBanos, loxyHaes, 1979; Shah et al., 2017). Ocoben-
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HYIO POJIb B TIPOYHOCTH CTEOJIsI MHOT'HE HCCIIeJOBATENN OT-
BOJIAT TOJIIMHE CTCHOK MEXIOY3IHHA U NX aHATOMHYIECKOMY
CTPOCHHIO. YBEIMUCHHUE IMAMETPa 1 TOIIIMHBI CTEOIS TPUBO-
JIAT K roBbIieHuto ero npounoctu (Packa etal., 2015; Shah et
al., 2017). TommuHy CTEHOK COTOMIHBI 00€CTICUMBAIOT KIIETKH
OCHOBHOW M MEXaHHYECKOH TKaHEH, a TaKkKe KOMITOHEHTHI
poBoAALIel cucteMsl. TomiuHa cTe6s NIIEeHHUIIBI SBIsSeTCS
[IEHHBIM TIPU3HAKOM, MapKUPYIONIUM TOTSHIHAIBHYIO TIPO-
JTYKTHBHOCTB pactenui (JIazapesny, 1999; Packa et al., 2015).
VBennueHue auaMerpa cTellis crocoOCTBYET CHHIKEHHIO
pHCKa BO3HUKHOBEHHS MoJeTaHus. JlocTuraercs 3To 3a c4er
YBEIMYCHUS THAMETpa MPOBOSIINX MTYIKOB TAPCHXUMEI U
TOJIIMHBI CKJIEPEHXUMHOMN TKaHH, KOTOPasi, B CBOIO OUepPEb,
3aBHCHUT OT YHCIIA CJI0EB KIIETOK M UX nuamerpa (JIazapesny,
1999).

Mmeercs psan vccnenoBaHUi MO BBISBICHUIO T'€HETHYE-
CKHX JIOKYCOB, aCCOITMMPOBAHHBIX C ITapaMeTpaMu CTeOIIs.
C ucnone3zoBanueM purartonaaoi (DH) momysisiiinu o3umMoit
MATKOW mieHuIsl mectb QTL A mpu3HakoB «IPOYHOCTH
CTEOMS1», KTOJIIINHA CTEHKH CTEOIISD), «IHaMeTpP CePIICBUHBD)
U «IuaMeTp cTeOIIs HACHTU(PUIIMPOBAHBI B XpOMOCcOMax 1A,
2D, 3B (Hai et al., 2005). B aqpyrux padorax reHeTH4ecKue
JIOKYCHI, OTPaKAIOIINe KOPPETSINH MEXIy TOJETaHHeM U
TOJIIINHOW CTEHKHM CTeOIs1, ObLITM KapTUPOBAHBI B XPOMOCOMAX
2A,3A,5A,1B,4B,4D, 6D u 7D (Keller et al., 1999; Xiao et
al., 2015). /1y uncia IpOBOSIIIX ITy9KOB OBLTH 3apeTUCTPH-
posanbl QTL B xpomocomax 1A, 2D, 5D u 7D (Shah et al.,
2017). Pe3ynbraThl KApTUPOBAHUS TAKKE CBUIECTEIHCTBYIOT,
YTO JIOKYCBHI C BBICOKUM (DEHOTHITUIECCKUM IPPEKTOM B OT-
HOIIEHUH TOJIEPAHTHOCTHU K TOJICTAHHUIO KOJIOKAIU3YIOTCS C
QTL, xoTOpBIE€ OTBETCTBEHHBI 32 BLICOTY PACTEHHUSI, TUAMETP
u pogHoCTh ctedns (Berry P., Berry S., 2015; Lietal., 2015).

Jnst u3ydeHnst TeHeTHYECKON apXUTEKTYPbI TAKOTO CIIOXK-
HOTO TIPU3HAaKa, KakK IoJieraHue, HeoOXoMMbl MacITaOHbIe
(heHOTHUTIMYECKHE M TEHOTHUITHYECKUE IKCIIEPUMEHTHI C HC-
MOJTE30BaHUEM MOMYJISIKI Oombiioro pasmepa. I[lo mocnen-
HUM JaHHbIM (Singh et al., 2019), reneTnyeckas OcHOBa IoJIe-
raHus OblIa HCCIIeIOBaHa C TIOMOIIIBI0 HOBOTO METOTMYECKOTO
TI0/IX0/Ia BBICOKOBOCIPON3BOUTEIILHOTO (DeHOTHITHPOBAHUS
(HTP, high-throughput phenotyping). [Ipumenenne meTonoB
TEHOMHOW CEJIeKIINH ¥ TEeHOMHOTO MPOTHO3MPOBAHUS IO-
3BOJIMJIO MJICHTU(HUIIMPOBATH KIIOYEBOW T€HOMHBIN paiioH B
xpoMocome 2A ¥ MUHOPHBIE JJOKYCHI B IPYTHX XPOMOCOMAX,
copmagaromue mo jokamu3anuu ¢ QTL, xapTHpoBaHHEIMI
paHee B IpyTuX UCCIIECAOBAHUIX.

C nomoupl0 COBPEMEHHONH MUKPOCKONUYECKONW TEXHH-
KM YCTAaHOBIICHO, YTO MPOYHOCTH CTeOIs obecreunBaeTcs
KOMITJICKCOM aHaTOMHYECKHX MPU3HAKOB: YHCICHHOCTHIO U
B3aMMHBIM PACHOJIOKEHHEM MPOBOASIIIX IIyYKOB, TOIIOTpa-
(hUIeCKNM TTONT0KEHNEM B CTe0JIe MEXaHMYIECKUX TKaHEeH U UX
napamerpamu (Jlazapesuu, Meixisik, 2014). Bermonnennas
4acTh CTEOJIS IIPESICTABIICHA SIIUCPMUCOM, IEPBUYHOMN KOPOU
1 IIEHTPATEHBIM IITHHIPOM, COCTOSIIIAM 3 TIeprEPHUIECKO-
TO KOJIbIIA CKJIEPEHX MBI, ITPOBOSIINX ITyYKOB U 3aI1acaromieit
MapeHxUMbl. B cep/iieBuHe napeHXuMbl Y MATKOH HIIEHULIBI
MMeeTCs IOJIOCTh — MeMyIUIAPHAs JIJaKyHa, KoTopas oopasyercst
B pe3yJIbTaTe pa3pymICHUs CEPAIICBHHBI [TPH YIITHHECHUHU CTE0-
ns (Hocarosckuit, 1965; EmMenbsinoBa, Pesunuenko, 1970).

[IpoBopsmye MyYkW MapEeHXHMBI U MEPBUIHON KOPHI
BMECTE COCTABIISIOT TPOBO/ISIITYIO CHCTEMY PacTEHUSI U OJTHO-
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BPEMEHHO BXOJIAT B COCTaB MeXxaHU4YeCKoi Tkanu. [1pu n3rube
WU JIOMKOCTH CTEOJISI B PE3YNbTATe MOIETaHuUsI IPOUCXOANT
MOBPEXk/ICHUE COCYIMCTHIX MPOBOSIINX IMydkoB. Hecmor-
psl Ha OTCYTCTBHE OJHO3HAUHBIX JJOCTOBEPHBIX KOPPEISIIUIA
MEX/y YUCJIOM MPOBOAALINX ITYYKOB M yCTOHYHBOCTHIO
K TIOJICTaHUIO, TIPH U3YyYCHWH aHATOMHUYECKOW CTPYKTYpPbI
cTeOJIsl BUIOB U COPTOB SIPOBOM IMIIEHUIIBI, PA3JINYaIOIINXCSI
T10 MOJIETaHHI0, OTMEYEHA Pa3HUIIA B KOJIMUECTBE COCYIHCTO-
BOJIOKHHCTBIX ITyYKOB B MEX10y31HsX (Ageeva et al., 2019).
VBeNNYEHHOE YHUCIIO COCYAUCTBIX IIyYKOB HAOIIOAANOCh Y
COPTOB, YCTOWYMBBIX K MOJIETaHUIO.

[To muenwmro C.B. JIazapesnya (1999), ycroitunBocTH K 110-
JIETaHHIO CIIOCOOCTBYET PUTMUYECKOE YEePETOBAHNE KPYITHBIX
U MajbIX My4KOB M HAJIMYUE y KPYIHBIX MYYKOB CKJIEPEH-
XUMHBIX OOKJa/IoK. B cirydae y3Koro ciosi CKIepeHXUMBI
(hopMHUPYIOTCS PACTEHUS C TOHKUM M JIOMKUM CTEOJIEM.

YCTOIUMBOCTE K TOJIETAHUIO TIPENCTABISIET cO00il KoM-
TUIEKC TECHO B3aNMOJICHCTBYIOIINX MEX,Ty COOO0 IPH3HAKOB,
[I03TOMY Ba)KE€H HE TOJIBKO LIMPOKUH CIIOU CKJIEPEHXUMHOHI
TKaHH, HO 1 OOJIBIIOE COAEPKAHUE B HEM JINTHHHA U LIEJLTIO-
no3sl (Shah et al., 2017). Ha ceropnsiHuii 1eHb OTCYTCTBYET
JlocTarouHas nHGOpMaIHsi 0 TeHETHYECKOM KOHTPOJIE COfIep-
KAHUSI [IETUTIONO3bI y TIIEHHUIIBI, 32 UCKIIIOUCHUEM Pe3yIIbTa-
ToB S. Kaur ¢ komeramu (Kaur et al., 2017), koTopsie ¢ tomo-
IIBI0 MOJIHOT€HOMHOTO IIOMCKa aCCOLMALINIT BBISIBUIIH JIEBSThH
MapkepoB SNP, ¢ BBICOKOIl JTOCTOBEPHOCTHIO CBSI3aHHBIX C
TeHAMH, KOUPYIOMNMHE B-TyOyinH, ayKCHH-HHIYIAPYEMBbIH
0eoK 1 TpaHCMEeMOpPaHHBIN OENIOK C HEM3BECTHOU (DYHKILIMEH.
[Tpenmonaraercst, YT0 3TH TeHbl MOTYT OBITH BOBJICUCHBI B
OMOCHHTE3 LIEIUTIONO3BI M BIUATH HA IPOYHOCTH CTEOIS.

JIUrHUH — BayKHBIM CTPYKTYPHBII KOMIIOHEHT BTOPUYHOHN
KJIETOYHON CTEHKH, KOTOPBIM CBSI3aH U C POCTOM PACTEHUS,
U C IPOYHOCTBIO CTEOMsI. Y MIIEHMIBI HaOMonaeTcst 3Ha4u-
TeJIbHas KOPPEJSIIIMOHHAS CBS3b MEXIY YCTOHYMBOCTBIO K
MOJIETAaHHIO W COAep KaHWeM NTUTHHHA B crebne. D. Peng ¢
KOJIJIETAaMH B CBOEM HCCIICZOBAHUM YCTAaHOBMIIM, YTO COPTa
C BBICOKHM COJIEp)KaHUEM JIMTHHUHA MOTYT OBITh MCIIOJIb30-
BaHbI B KAYE€CTBE NCTOYHHUKOB C IIEIbIO CO3JaHUs 00pas3IioB,
TOJIepaHTHBIX K noneranuio (Peng et al., 2014). Kpowme Toro,
B COBOKYITHOCTH YBEJIMYEHHE COJCP)KaHHE JIMTHUHA U Te-
MUIIEJUTION03B! YBEIHMUNBaeT MpoyHOCTh cTebms. Copra ¢
HU3KUM COJICpKaHHEM 3THX KOMITOHEHTOB 00Jiee CKIIOHHBI K
nosneranuio (Zheng et al., 2017).

E1me onHUM Ba)XKHBIM CTPYKTYpPHBIM KOMIIOHEHTOM, 00ec-
MEYNBAIONIUM MPOYHOCTH CTEOIS y IMIICHHUIBI, SBISIETCS
kpemuuii (MBanuenko, Pe3anosa, 2016; Shah et al., 2017).
buonornueckuii akTUBHBIN KPEMHUH YKPEIUISIET SMUAEPMUC,
KOpY M COCYAHMCTO-TIPOBOISIINE TKAHU, TEM CaMBIM CyIIle-
CTBEHHO TIOBBIIIIAs! ITTACTUYHOCTB, YIPYTOCTh, IPOYHOCTD CTe-
051, TUCTHEB U 3aIIUTHBIE QyHKIMH pacTeHnid (MBaH4YeHKO,
Pe3zanosa, 2016). DTo NpOMUCXOAMT 3a CUET TOTO, UTO KPEMHHUH
3HAYUTENIBHO YBEIUYMBACT COACPIKaHUE IIEJUTION03bI U JIUT-
HHUHA B KJIETKaX CKJIepeHXnMbl. OH HaKalIuBaeTcs B SITUIEP-
MaJIbHBIX TKaHSIX M KOPOHApHBIX KIIETKax, oOecreunBast MX
MEXaHUYECKYIO ITPOYHOCTh U xkecTkocTh (Shah et al., 2017;
Zhang et al., 2017; Khobra et al., 2019). B TkaHsIX 3¢pHOBBIX
KyJIBTYP JIBYOKHCh KPEMHUsI COCTaBISIeT Oojiee MOJOBUHBI
OCTAJIbHBIX MHKPOJJIEMEHTOB, MOIJIOIIAEMbIX M3 ITOYBBHI.
3epHoBEIe TorIomaoT kpeMHus B 10-20 pa3 Gomnbire, gem
6000BbIe. B TeueHne BereTalmoHHOTO MEPHO/Ia KOJIMYECTBO
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KPEMHHUS PACTET, JOCTUras MAKCUMyMa K €ro 3aBEpIICHUIO
(KozmnoB u mp., 2015; Walsh et al., 2018).

OTCyTCTBHEC HEOOXOIMMOTO KOIMYECTBA IPYTUX MHKPO-
AIIEMCHTOB TAK)KE MOXET OKa3bIBATh BIUSHHUE HA TPOYHOCTh
ctebms. epuuut dpocdopa BEIZBIBAET CHIDKCHUE TOIIIUHBI
CTCHKU U (PH3HUYCCKOH TPOIHOCTH CTEOIIST. DTOT AIIEMEHT CII0-
COOCTBYET YKPEIUICHUIO KOPHEBOM CHCTEMBI, UTPACT INIABHYIO
pOJIb B MepeHOCe dHEPTHH, B AbIxaHuu u (porocunrese. He-
JTIOCTATOK KaJIMsl PUBOANT K YMCHBIICHHUIO THAMETpa CTeO-
JIs, HOCKOJ'II)Ky OH y‘iaCTByeT B J'll/IFHl/I(bI/IKaIJ,l/II/I KJIeTO‘-IHOﬁ
cTeHKU W KouteHxuMbl (EmennsHoBa, Pesnnuenko, 1970;
Shah et al., 2017).

3akniouyeHue

Takum 00pa3oM, CTETICHh YCTOWYHBOCTH K TIOJETAHHIO pac-
TEHMH 3aBUCUT OT MHOTMX BHEIIIHUX U BHYTPCHHHUX q)aKTOpOB.
Jliist cHMKEHHsI PUCKa BOSHUKHOBEHUS TIOJIETaHHsI HE00X0-
JIIMO YYUTBIBATh HE TOJBKO aHATOMO-MOP(OIOTHYECKHE U
(uznonornueckre 0COOEHHOCTH COPTa, TaKKe KaK JUIMHA U
TOJIIMHA CTeOIs, JUTMHA MEXKIOY 3NN, CofepKaHue TMTHUHA
U TCIUTIOTIO3EI | ., HO U KJIMMAaTHISCKUE 0COOCHHOCTH pe-
TMOHOB, HA TEPPUTOPUU KOTOPBIX KyJIBTUBUPYIOTCS TEHOTHUIIBL.
HemanoBa)xHO yYHTHIBATH TAKHE MapaMeTpbl, KaK BpeMs U
IUIOTHOCTH MOCEBA, BHECCHHUE YIOOPEHUH W PETyIATOPOB
pocra pacteHuid. CBSI3b MOJIETaHusI C BBICOTOM CTEOS U Ipy-
TUMH aHATOMO-MOP(OIIOTHYECKUMHU TIapaMeTpaMH KOHCTa-
THPYETCS BO MHOTHX Hay4YHBIX pa0OTax, OJHAKO BIIHSHHC
OOJIBILIMHCTBA TAPaMETPOB ITOKA 10 KOHI[A He u3y4yeHo. B cBe-
T€ UCIIOJIb30BAHUS HOBBIX OMOTEXHOJIOTHYECKUX METOIOB U
PEe3yJabTaTOB CEKBEHUPOBAHUSI TCHOMA IIICHUIIBI U JIPYTHX
3JIaKOB HEOOXOMMO MPOAOIDKATh PadOThI 10 WAEHTU(DHUKA-
UM 1IEJIEBBIX JIOKYCOB /Ui YCTAHOBJICHUSI Oojiee TOYHOMN
B3aHMOCBSI3U MKy TIOJICTAHUEM W JIPYTHMHU arpOHOMHYC-
cKkuMH npu3Hakamu. [Ipu ocyiiecTBieHHN CENeKIIMOHHOTO
npoliecca, HaunHasi ¢ OLIEHKH U T000pa POIUTENBCKUX Tap
W 3aKaHYHMBasi UCCICIOBAHUEM HOBBIX THOPHIHBIX (HOpM,
clie/lyeT KOMILIEKCHO MOAXOMUTh K Ipolieme, pemas ee ¢
MPUMEHEHUEM BCEX BO3MOYKHBIX ITOJIXO/I0B B 3aBUCUMOCTH OT
0COOEHHOCTEH MECTa BBIPAIMBAHKS U YPOBHSI TPEOOBAHUIT K
M0JIy4aeMOM IPOAYKIUH.
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YCTOMUYMBOCTD K BO30OyauTensiMm GurodTopo3sa 1 riiodogeposa
COBpPEMEHHOI0 COPTUMEHTA CEMEHHOr0o KapTodenst

11 er0 PUTOCAaHUTAPHOE COCTOSIHIIE B PA3INMUHBIX
arpoKJIMMaTN4YeCcKIX 30HaX eBPOIIeiicKo yacTu Poccun

A.B. Xiortul' 3®, AA. Poi6akor2, T.A. raBpI/IAEHKOZ’ 3,0.C. A(baHaCéHKOl‘ 3
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AHHOTauuA. AKTMBHasA SKCMaHCKA 3apybexXHbIX COPTOB KapTodensa Ha Tepputoputo Poccuiickont egepauum npusena
K CMeHe JOMUHMPYIOLLVX BUAOB NMaTOreHOB 3TOW KyJbTypbl 1 MOSABAEHMIO HOBbIX MAaTOTUMOB BO3OyaMTENe BpegoHOC-
HbIx 6onie3Heii. Llenbto paboTbl 6bina oLeHKa YyCTOMUYMBOCTM K BO3byauTenam ¢utodToposa 1 rnoboaeposa COBPeMEH-
HOro COpTMMEHTa KapTodens v onpeaeneHvie Nopa)kaeMocTy BO3AeNblBaeMbIX COPTOB KapTodens rpubHbIMU 11 0OMU-
LieTHbIMM 6ONEe3HAMM B Pa3NMUHbIX arpoKMmaTnyeckmx 3oHax Poccun. MpoBeaeHa oueHKa ycTonuneocTn 41 copta
3apy6exxHOl cenekumm, paspeLleHHoro K MCnosib3oBaHuio Ha Tepputopumn PO, k natotuny Ro1 Globodera rostochiensis
n K usonaty VZR17 Phytophthora infestans, Bkntovatowwero reHbl BUpyneHTHocTn 1.2.3.4.5.6.7.8.9.10.11. YcTonumsbimm
K 30/10TUCTON KapTodenbHON HeMaTofe oKasanucb 38 copToB. Y 96.6 % M3yyeHHbIX HEMATOAOYCTONUYMBbLIX COPTOB
BbIABJIEH MapKep reHa H1 yctoumsoctn K natotuny Rol G. rostochiensis, BOCMpUMUMBbIE COPTa STUM MapKepom
He obnaganu. AGCONOTHOM YCTONUMBOCTbIO K BO3OyauTento putoptoposa otnmyanncb copta Alouette n Sarpo Mira
(6ann 9); BbICOKMM YpOBHEM ycTonunBocTm (6annbl 6 1 7) xapakTepusoanuncb copta Evolution, Red Fantasy u Ricarda.
Copra Baltic Rose, Damaris, Desiree, Gala, Labella, Laperla, Mia, Sanibel, Zekura, Queen Anne, Red Lady un 7 for 7 6binn
OTHeCeHbl K BOCMPUVMUYMBBIM, XOTA B XapaKTepUCTMKax OPUrMHATOPOB YKa3aHa CpefHAA YCTOMUYNBOCTb K puTodTO-
po3y. dutonaTonornyeckas sKCrepTr3a npoBefeHa Ana 92 o6pasuos 39 COPTOB CEMEHHOro KapTodena 13 yeTbipex
depepanbHbix okpyros PO: MNMpusomxckoro, CeBepo-3anagHoro, LieHTpanbHoro n CeBepo-KaBkasckoro. Hambonbluee
pacnpocTpaHeHrie Ha BCeX COpTax MOMyunnm pU3OKTOHMO3, cyxaa dy3aprosHas rHunb 1 cepebpuctasa napuwa. Cro-
NPOLEeHTHOe MopakeHve KybHel cepebprCToi NapLloii OTMEYEHO B Pa3fIYHbIX PErvoHax Ha CopTax MUTHbLIX pe-
npoaykumin Red Scarlett, Evolution, Labella, Colombo, Gala, HeBckuii. LLInpoko pacnpocTtpaHeH aHTpakHO3 KapTodens;
CcunbHee Bcero 6biny Nopa)keHbl KNyOHU SNUTHON 1 BTOpol penpoaykummn copta Red Scarlett — ot 50.0 go 71.4 % B
LleHTpanbHom depepanbHOM oKpyre.

KnioueBble cnoBa: pacnpocTpaHeHHOCTb 6onesHei kapTodens; Phytophthora infestans; Globodera rostochiensis; cepe-
6puicTan NapLua; aHTPaKHO3; copTa KapTodens; yctonunsocTb; [JHK-mapkepsbl.

[Ona untnpoBaHus: Xiottn A.B., Poibakos [.A., TaBpuneHko T.A., AdaHaceHko O.C. YCTONUMBOCTb K BO36yaUTENSM
¢dutodpTopo3a n rnoboaeposa COBPEMEHHOIO COPTUMEHTA CEMEHHOIO KapTodensa 1 ero ¢prTocaHNTapHOe COCTOAHME
B Pa3fIMYHbIX arpoKInMMaTyYeCcKnx 30Hax eBponenckom Yactn Poccun. Bagunosckuli XypHan 2eHemuKu U cesekyuu.
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Abstract. The active expansion of foreign potato cultivars on the territory of the Russian Federation has led to a change
in the dominant pathogen species and to the emergence of new pathotypes of causal agents of harmful potato di-
seases. The aim of the study was to evaluate resistance to Phytophthora infestans and Globodera rostochiensis of mo-
dern potato cultivars and determine the distribution of fungal and oomycetic diseases on potato cultivars in various
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Resistance to causal agents of late blight
and golden potato nematode of modern potato cultivars

agroclimatic zones of Russia. The resistance of 41 foreign cultivars was evaluated to pathotype Ro1 G. rostochiensis and
to isolate VZR17 P. infestans with virulence genes 1.2.3.4.5.6.7.8.9.10.11. Resistant to G. rostochiensis were 38 cultivars.
57R marker of the H1 gene conferring resistance to the Ro1 pathotype of G. rostochiensis was detected in 96.6 % of the
nematode resistant cultivars studied; susceptible varieties did not possess this marker. Absolute resistance to the caus-
ative agent of late blight was demonstrated by the cultivars Alouette and Sarpo Mira (score 9); high levels of resistance
(score 6 and 7) were determined for the cultivars Evolution, Red Fantasy and Ricarda. The cultivars Baltic Rose, Damaris,
Desiree, Gala, Labella, Laperla, Mia, Sanibel, Zekura, Queen Anne, Red Lady and ‘7 for 7’ were classified as susceptible,
although the characteristics of originators indicated average resistance to late blight. A phytopathological test was con-
ducted on 92 samples of 39 varieties of seed potatoes from four federal districts of the Russian Federation: Volga, North-
West, Central and North Caucasus. Rhizoctonia solani, Fusarium spp. and Helminthosporium solani are most common on
all varieties. 100 % defeat of tubers by H. solani was recorded in various regions on the cultivars Red Scarlett, Evolution,
Labella, Colombo, Gala and Nevsky. Widespread Colletotrichum coccodes on tubers of the elite and 2nd reproductions
of the potato cultivar Red Scarlett (50.0-71.4 %) was recorded in the Central District.

Key words: distribution of potato diseases; Phytophthora infestans; Globodera rostochiensis; potato cultivars; resistance
to diseases; Helminthosporium solani; Colletotrichum coccodes; DNA markers.
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BeepeHne

B 2015 r. B bepnune, Ha MexayHapoAHOM KOHIpECCe 10 3a-
mute pacrernit (IPPC 2015) Obun peacTaBiieHsl JaHHBIE O
TOM, YTO Ha KapTodeJe Jaxe IPU NPUMEHEHUH XUMHYECKHX
CPEJICTB 3aIIUTHI TOTEPH OT OonesHel cocTapisiror 25-30 %
(Oerke, 2006).

Poccuiickas denepanus sABisercs JIMAEPOM 110 BbIpalliU-
BaHHIO 3apyOeKHBIX COPTOB KapTodens: u3z 455 copros,
BKJIFOYCHHBIX B «[OCYIapCTBEHHBIN peecTp CENICKIIMOHHBIX
JIOCTW)KEHUH, TOMYHICHHBIX K HUCIONb30BaHuio» B 2019 1,
182 (40.0 %) — cenexkumu CTpaH JalTbHETO 3apyOexps,
34 (7.5 %) — crpan CHI, u Tombko 239 (52.5 %) copToB co3-
JlaHBl POCCUUCKUMU CeJICKIHoHepaMu (www.gossortrf.ru).
OTMeTHM TaKke, 4TO B OOJBIIMHCTBE KapTO(eTeBOIIECKIX
XO3SIHCTB MPEACTABICHHOCTD 3apyOe)KHBIX COPTOB JIOCTHTaeT
100 %.

AKTHBHas SKCIaHCHS 3apyOeKHBIX COPTOB M HECOOIIOIe-
HHE perIaMEHTa 110 UX arpOTEXHUKE IPUBEIH K IUTaYCBHOMY
pe3ynbrary: Ha TeppuTopun PO pacnpocTpaHUiIMCh HOBbIE
MATOTHITBI, OTHOCSAIINECS KaK K OOMHIIETaM M Iprodam, TaKk U
K BUpYycaM, bakrepusim 1 HemaroaaMm (Enanckwuii, 2015; Kys-
HeroBa # 1p., 2016). Kpome Toro, mosiBastoTCSI HOBBIE Ta-
TOTESHBI, HAIIpUMep BO3OYIUTETN YepHOW HOXKKH W MOKPOM
W Pectobacterium carotovorum subsp. brasiliense, P. ca-
rotovorum subsp. odoriferum, P. parmentieri, HOBbIN 1Jis
Poccun Bupyc P (PVP), Bo30ynutens po3oBoro ¢putopToposa
Phytophthora erythroseptica Pethybr. (Uruaros u ap., 2019;
Yanagisawa et al., 2019).

Hawnbonee BpenoHocHBIME B Poccuit IBISFOTCS CIEAYIOIIHE
OOMHUIICTHBIC U TpHOHBIC OoJe3HH KapTodems: GUuTohTopos
(Phytophthora infestans (Mont.) de Bary), notepu ypoxas
OT KOTOPOTO 0€3 MPUMEHEHNSI XUMHUUECKUX CPEICTB 3aIIUThI
BapeupytoT oT 80 1o 100 %; komIieke napiei kaproderns,
BKJIIOUAIONINI pU30KTOHMO3 (Rhizoctonia solani Kiihn),
cepebpuctyto (Helminthosporium solani Durieu et Mont.),
0OBIKHOBEHHYIO (Streptomyces spp.), Oyropuatywo (Poly-
scytalum pustulans (Owen & Wakef.) Ellis) u mopormruicryro
(Spongospora subterranea f. sp. subterranea Toml.) mapury,
MOTEpPH OT KOTOpBIX focturaioT 30 %; a Takke aHTPAaKHO3
(Colletotrichum coccodes (Wallr.) Hughes) — motepu 10 20—

30 %, cyxas (hyzaprosHast THWIb (TpHOBI pona Fusarium spp.)
u pomo3s (Phoma spp.) — notepu He meHee 20 %, U 00beKT
KaK BHYTPEHHETO, TaK ¥ BHEIIHETO KapaHTHHA — 30JI0THCTast
kaprodenbHas Hemarona (Globodera rostochiensis (Wollen-
weber, 1923) Skarbilovich, 1959), BpenoHocHOCTh KOTOPOH
nocturaet 80-90 % (Winslow, Willis, 1972; Dillard, 1992;
Johnson, Miliczky, 1993; Johnson, 1994; Tsror et al., 1999;
Collins, 2000; Lees, Hilton, 2003; Judelson, Blanco, 2005;
Haldar et al., 2006; Gudmestad et al., 2007; Haverkort et al.,
2009; Tsror, 2010; Abbas et al., 2013).

KoHKypeHTOCITOCOOHOCTh COPTOB KapTodesst onpeness-
€TCsl TIIaBHBIM 00pa3oM yCTOMYMBOCTRIO K Hambosee Bpeno-
HOCHBIM B 30HE BO3JeJbIBaHUS 0oje3HsM. B cBi3u ¢ aTUM
CO3/IaHUE COPTOB KapTo(eisi, yCTOWYNBBIX K OCHOBHBIM 0O-
JIE3HSIM, SIBIISIETCS] IPHOPUTETHBIM HAIPABICHUEM CEJICKIIHH.
Jlonst ycTrounBBIX K 00JI€3HSIM COpTOB KapToders, 3aperu-
CTpUpOBaHHBIX B [0cpeecTpe CEeNeKIMOHHbBIX J1I0CTUKEHUN,
C Ka)XJbIM TofioM yBenuuuBaeTcs. Hanboree cymecTBeHHbIE
Ppe3yabTaThl MOTYYCHBI IPH CENICKIMN KapTo(esst Ha YCTOM-
YMBOCTb K KapaHTUHHBIM 60He3HHM. Bce HOBBIC copTa, BHEC-
ceHHble B [ocpeecTp, omIMUaOTCs YCTOWYMBOCTBIO K BO3-
OynuTenro paka KapToderns, KpoMe YeThIPEX CTapbIX COPTOB
(Bomxkanun, Epmak ymyumennsiif, Jlopx u [Ipuo6ekuit), nons
koTopeIx cocTasisieT 0.6 %. K Hactosmemy Bpemenu 55.4 %
COPTOB, BKITIOYCHHBIX B ['0cpeecTp, yCTONUMBEI K 30JI0THCTOMH
kaprodenpHoii Hemarone (3KH) (www.gossortrf.ru). 3ape-
ructpuposanusie B [ocpeectpe B 2019 1. 22 copra xapTode-
751 OXapaKTepr30BaHbl OpUTHHATOpamMH U ['occopTokomuc-
cHell 10 YCTOHYMBOCTH TOJILKO K YETBIPEM BO3OYAHUTEISIM:
paxy (Bce yCTOIUMBEI), 30J0THCTON KapTodeapHOi HeMaTo-
Je (ycToWunBbl 15 COPTOB) M MOPIIMHHUCTOM M MOJNIOCYATON
MO3auKe, B30y uTeseM KoTopbix siBisiercs PVY (ycToitumBe
8 copToB). MexIy TeM HH OTEUECTBEHHBIC, HU 3apyOe:KHbIE
copra B ['ocpeecTpe He 0XapaKTepU30BaHbI HA yCTOHYHUBOCTD
K TAaKUM BPEJJOHOCHBIM 3a00J1€BaHMsIM, Kak puTodTopos, pu-
30KTOHHO3, OOBIKHOBEHHAS 1 CepeOpHCTast mapia, aHTPaKHO3,
a TaKke K APYruM BUPYCHBIM OonesHsM. Mupopmanmio mo
yCTOﬁ‘IHBOCTH HCKOTOPBIX HOBBIX OTCYCCTBCHHBLIX COPTOB
MOXKHO HaiTH B m3nannnu «Copra KapTodens pocCHicKon
cenexmm» (2018).
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Ha caiitax 3apy0eKHBIX CEJICKIIMOHHBIX (PUPM HPUBOJISTCS
XapPAaKTEPUCTUKH YCTOMYMBOCTH K HanOOIee SKOHOMHUUECKH
3HAUUMBIM OOJIC3HSIM, B YaCTHOCTH K LIMCTOOOPA3YIONIINM
HemaroziaM, Bupycy kaprodenst Y (PVY) u k ¢purodroposy.
OnHaKo BO3MOXHBI PACXOXK/ICHUS B OLIEHKAX, C/ACIaHHbIX 3a
pyOeX oM M B YCIOBHSIX Pa3HBIX arpOKIMMAaTHYECKUX 30H
Poccun. CBs3aHO0 3TO NMpeskie BCETo C pa3InYHbIM COCTaBOM
MOMYJISIIUNA MaTOTEHOB U OCOOEHHOCTSIMHU 3KOJIOTHYECKHUX
ycnoBuil. B aToM miane Gornbioe 3HaUeHHE UMEET HHPOP-
Malusi 0 reHaX yCTOHYMBOCTH COPTOB, OCOOGHHO TEX, YTO
00J1aJat0T YCTOHYMBOCTBIO K Pa3JIMYHBIM [TATOTUIIAM M BUAM
IIICTOOOPA3YIOMNX HEMATO, TTOCKOJIBKY (hPHTOIATOI0THYe-
CKHUE TECThI JUTUTENbHBI, TPYAOEMKH U HE BCET]a BO3MOXKHBI
JUIsl KAPAHTUHHBIX 00BEKTOB. B 3apyOeKHBIX CENeKIIMOHHBIX
[IEHTpax JIaBHO M YCIEIIHO HCTob3ytoTcst mertoasl JJHK-
MapKUpPOBaHHS JUIsi OLEHKH '€HETHYECKOH 3alUIICHHOCTH
coproBoro reHooHa. B mocnenHee Bpems Takue JaHHbBIE
TOSIBIISIIOTCSL M JIJIsL OT€UECTBEHHBIX COpPTOB. Tak, cCOTpyaHu-
kamu BUP npoBesneH ckpuHUHT 225 0TEYeCTBEHHBIX COPTOB
kaprodens, 114 u3 kotopsix BXomiT B «locymapcTBeHHBIN
peecTp CEJNEKINOHHBIX JOCTI)KCHHH, NOIYNICHHBIX K HC-
nosib3oBanuio» (AHTOHOBA U 1p., 2016; Knumenko u np.,
2017; T'aBpurnenxo u np., 2018). Hambonee >pdexTnBHBIN
Mapkep 57R rena [ BbisiBieH muillb y 28 % HM3y4eHHBIX
coptoB (1 'y 26 %, Bxomsmux B [ocpeecTp); 3TH copTa 1o
JaHHBIM TOCCOPTOMCIBITAHUH SIBIAIOTCS YCTOMYMBBIMU K
narotuity Rol 3omotrcToit kaproesbHOM HeMaToIbI.

B cBsI31 ¢ 95KOHOMHYECKOW 3HAYUMOCTBIO 0CO00 OIAaCHbBIX
Oosie3HEel, XapaKTepUCTHKA MOPAKaeMOCTH COBPEMEHHBIX
COPTOB BO30YIUTEISIMU 3THX OO0JIE3HEH MMEeT BaKHOE 3Ha-
YEHUE JUIs CEeJIEKLIUH 1 CEMEHOBOJICTBA, a TAKIKE JUIsl BIOOpa
COPTOB TS BO3/IEJIBIBAHUS, 0COOEHHO CEMEHHOTO KapToders,
B 3IIH/IEMHOJIOTMUECKH OTTACHBIX 30HaX. Llerpto paboTe! Obl1a
OIICHKA YCTOMYUBOCTH K BO30ynuTesiM GutodhToposa u riio-
6ozepo3a M ompeaesneHne MOPaKaeMOCTH BO3ETBIBAEMBIX
coptoB KapTodesnst rpuOHBIMU M OOMHUIICTHBIMH OOJIE3HIMHU
B Pa3JIMYHBIX arpoKIMMaTHYeCcKuX 30Hax Poccum.

MaTtepwuanbi n metopbl

PacTuTeabHbIH MaTepua. DKCICPUMEHTAILHOU BBHIOOD-
KOW TSI M3YYCHUSI YCTOMYMBOCTH K TIATOTEHAM ITOCITYKHIITH
42 copra 3apy0exxHoi 1 1 copT (BOCHIPUMMYNBBIN KOHTPOJIb)
oreyecTBeHHOM cestekiun. [ 21 copra u3 BeIOOpKH OblIa
mpoBeneHa (hPUTOMaTOIOTHYECKas SKCIepTH3a 00pasIoB ce-
MEHHOTO KapTO(es U3 pa3InIHbIX PErHOHOB PD.

Ouenka Ha ycroiiuuBocth k 3KH. Onenky Ha yctoiun-
BOCTB CesHIIeB KapTodens K G. rostochiensis TIPOBOIMIN TIO
METOJMKE, pekoMeH10BaHHOU EBponeiickoit u CpennzeMHo-
MOPCKOHM OpraHu3aIei 1o 3aure pacTeHuid, C HeOOIbIIUMHU
momuduxanusmu (OEPP/EPPO, 2006). Mccnexyemsie copra
BBIC&)KMBAIIH B IJIACTUKOBBIE FOpIIKK 00beMoM 500 cM3, Ha-
TOJIOBHHY HAITOJIHEHHBIE IOUBOH (110 OJHOMY KIIYOHIO B Ka-
JIBIH TOPIIOK). B kauecTBe MH(DEKIIMOHHOTO MaTepHaa s
WHOKYJISIIMA COPTOB HCITOIB30BAJIH TOMYIISIIUIO 30JI0THCTON
KapTo(eIbHOM HEMAaTOIbI, 0TOOpaHHY0 B JICHUHTpaIcKO 00-
JIACTH U3 U3BECTHOTO o4ara G. rostochiensis i TAIINPOBAHHYIO
no maroruna Rol (Limantceva et al., 2014).

B xaxzplit ropiiok BHocuiau nHoKymoM 3KH u3 pacuera
1500 stuty v muamHOK B 100 oM moussl. SifTia ¥ THYUHKH T10-
JMy4aiu MeToJoM pasmapiuBanus et 3KH B karute BomsI
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YcTolumBocTb K Bo3byauTenam ¢putoptoposa u rnoboaeposa
COBPEMEHHOr0 COPTMEHTa CEMEHHOIO KapTodens

Ha TpeIMETHOM crekie. [locie MHOKYISIIUU KIyOHeH I10-
MOJIHUTENBHO JOCHINAIN TOYBY JI0 BepXa ropuika. [opmiku
OCTaBIISUI B KOHTPOJIMPYEMBIX YCIOBHSX IPH TEMIIEpaType
22 °C. B xagecTBe BOCIIPUMMYHMBOIO KOHTPOJISL UCTIOJIB30Ba-
nu copT HeBckuil, B KaueCcTBE yCTOMYMBOIO KOHTPOJISL — COPT
Red Scarlett. Copra BbIcaXuBanu B A€CATUKPATHON MTOBTOP-
HOCTH U ABYKPAaTHOU aHAJIUTUYECKOU. YUeT pe3yJIbTaToOB 3a-
PpaKEeHUsI TPOBOJIMIIH YePE3 TPH MECSIIIA, UTO SIBIAETCS JOCTa-
TOYHBIM TPOMEXYTKOM BpeMeHH It pa3Butust nuct 3KH.
DKCTPaKIMIO LUCT U3 TIOUBBI OCYILECTBISIIM METOJOM (JI0-
taruu (Turner, 1998). DxcTparnpoBaHHBIE IIUCTHI TEPEHO-
CHJIM Ha TOKPOBHBIE CTEKJIA B KAILTIO BOJIBI, Pa3/IaBIUBAIHN 1
IOACUYUTHIBAIINM KOJINMYECTBO SUIl U INYHUHOK B HUX.

O1eHKy pe3ysibTaToB 3apakeHHs IIPOBOIMIIN MO IIKae
¢ mojpasaerneHneM o0pas3oB Ha rpynnsl: 6ann 9 (oTHO-
cuTeNbHas BocnpuuMuuBoCTh <1 %) — Very high; 6amr 8
(1.1-3 %) — High/very high; 6ana 7 (3.1-5 %) — High;
6amt 6 (5.1-10 %) — Moderate/high; 6amn 5 (10.1-15 %) —
Moderate; 6amn 4 (15.1-25 %) — Moderate/low; 6amr 3
(25.1-50 %) — Low; 6amm 2 (50.1-100 %) — Low/very low;
6amr 1 (>100 %) — Very low. K xnaccy ycroitunssix (R) or-
HOCHJIM pacCTCHHUA, TUII pE€aKIIUHU KOTOPLIX COOTBETCTBOBAJI
7-9 6amnam, cpenneyctoitunBeix (RS) — 4-6 Gammam, Boc-
npuuMYMBEIX (S) — 1-3 Gamram. OTHOCHTEIBHYIO BOCIIPHU-
MMYMBOCTh ONPEACISUIN 10 (GOpMyJsie: KOJINYECTBO SUIl U
JMYMHOK MCCIIEyeMOTO 00pa3ia AeIHIIN Ha KOJTMIECTBO SUI]
Y JINYUHOK 3TAJIOHHOTO BOCIIPUUMYHMBOTO COPTa X YMHOMKAIIH
Ha 100 %.

Onenka Ha ycToiuuBOCTH K putodTopo3y. Jlaboparop-
HBII CKPUHHHT COPTOB KapToesst Ha yCTOWYNBOCTh K PUTO-
(dropo3y npoBoamIM N0 craHaapTHoi Metoauke (Brylinska,
Sliwka, 2017). B xauecTBe MH(EKIMOHHOTO MaTepHana
HCITOIB30BaIu M30JaT VZR 17, BKIIFOYaronuii Bce TeHbI BH-
pynentHoctH 1.2.3.4.5.6.7.8.9.10.11.

OTieneHHbIe JINCThS TIOMEMIAIN B MOAIOHBI (45 X 35 cMm)
Ha BIAKHYIO (QHIBTPOBAIBHYIO Oymary, abakCHalIbHOH CTO-
POHOM BHHM3: 10 3 JIMCTA KXA0To 00pasia, 1o 3 JI1cTa Boc-
MIPUUMYHBOTO copTa Bintje u 1o 3 imcTa ycTOWIMBOTO KOHT-
posist copra Sarpo Mira, B AByKpaTHOH OMOJIOTHYECKOH IMO-
BTOpHOCTH. [1J1s1 3apa)ke€HHsl MCIIO0JIb30BAIM UHOKYIIIOM, BbI-
JepxaHHbEIA B Teuenne 30 muH npu Temmeparype 10-12 °C
JUISL CTUMYJISIIY BBIXo/1a 300ctiop. MHdekronnas Harpyska
cocrasisia 50000 ciopanrues/mit. IHOKyI1I0M HAHOCHITH 110
OIIHOM KarljIe Mo IEHTPY KaykKA0T0 JINCTA MEXKTY IEHTPaJIbHOH
u orxomsueil xuikamu. O0beM Karau cocTaBisul 30 MKIL
WNHoKynMpoBaHHBIE JIMCThSl BBIAEPKUBAIU B TeueHHe 24 4
B TeMHOTe Tpu Temmeparype 16 °C. Ha mpotskeHUH Bce-
TO DKCIIEPUMEHTA TOAJOHBI OBUIM 3aKPBITHI CTEKISTHHBIMHU
KpbIIIKaMU AJIs1 TOAACPIKAHUA MMOCTOSSHHOM BJIaXXHOCTHU
(80—-100 %). Yepe3 cyTku 1mociie HHOKYJISIIUH JIUCThS TIepe-
BOpavYNBaIN A0aKCHUAIILHON CTOPOHOH BBEPX, ITOCIIE YETO KIO-
BEThI IIEPEHOCIWIIN B KIIMMATHYECKUH OOKC C TeMIieparypoii
16 °C, narencuBHocThIO ocBenienns 1600 a1k u 16-4acoBbIM
(hoTomeproIoM.

V4er pe3ynbTaroB 3apaskeHus IPOBOAMIIHN Ha 6-€ CYyTKH M0-
CJie MTHOKYJISIINY, IO CTAaHAAPTHOH IIKAJIE C MOApa3IeICHUEM
00pa3ioB Ha rpynmnsl: 6aut 9 (0 % nmopa)xeHHOH TIIomaan) —
Very high; 6amn 8 (3 %) — High/very high; 6amn 7 (3.1-
10 %) — High; 6amm 6 (10.1-25 %) — Moderate/high; 6amm 5
(25.1-75 %) — Moderate; 6ayurt 4 (75.1-90 %) — Moderate/
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Resistance to causal agents of late blight
and golden potato nematode of modern potato cultivars

Ta6bnuua 1. Mpalimepbl, NCNONb30BaHHble ANA AeTeKUMmn reHa H1, KOHTponmpyoLero ycTonumBocTb K G. rostochiensis

(natotmnbl Ro1, Ro4) y copToB kapTodens

Xpomocoma leH Mapkep T°m
Y H1 57R 60 450
239E4left/Alul 52

low; 6amt 3 (90.1-97 %) — Low; 6amt 2 (97.1-99 %) — Low/
very low; 6amn 1 (100 %) — Very low. Pactenust ¢ Tunom
peaKnny, COOTBETCTBYIOINM OayutaM 7—9, OTHOCHIIN K KJtac-
cy ycroituuBsix (R), 4-6 — cpeaneycroituussix (RS), 1-4 —
BOCTIPHUMYHUBHIX (S).

Monekyaspubiii ckpuauHr. JJHK Beinensny u3 nuctoes
TEIUIMYHBIX pacTeHnit MeTooM MoauduimpoBanHoit CTAB-
skctpakiun (Gavrilenko et al., 2013). CkprHUHT TPOBOIMIN
Ha HaJU4ue MapKepoB reHa H/, KOHTPOIUPYIOIIEro yc-
TOWYMBOCTH K marotunaM Rol u Ro4 G. rostochiensis (Da-
lamu et al., 2012). Jns mapkepoB reHa H/ moxa3aHa pas-
nyHas 3(Q(EKTUBHOCTh B MOJIEKYIISIPHOM CKpUHMHTE. BBI-
COKH ypoBeHb crnenuduynoctu aeMmoncrpuponan SCAR-
Mapkep 57R u HuU3kyio 3¢dexrtuBHocts — CAPS-mapkep
atoro rena, 239E4left/Alul (Autonosa u ap., 2016). B o xe
BpEMsI B HCCIIEIOBAHMSX 3apYOEKHBIX KOJUIET COOOIIAIOCh O
BBICOKOI1 uacToTe Betpedaemocti CAPS-mapkepa 239E4left/
Alul rena H] y HeMaTOI0yCTOMYMBBIX 3apyOEKHBIX COPTOB.
[TosTOMy B 1aHHO# paboTe MCHOJIB30BAIM 00a AT MapKepa.
[paiimeps! 11 pabOTHI TOAOUPATH TI0 JINTEPATypPHBIM HC-
tounukam (tabiu. 1). McrnonszoBamum SCAR-mapkep 57R,
MHTEIPUPOBAHHBIA B aCCOLUMMPOBAHHYIO C YCTOMYUMBOCTHIO
obmacte ‘341 Kb’ moxyca HI, u CAPS-mapkep 239E4left/
Alul, pactionoxxeHHsIi Ha paccrosHun 2.1 ¢M oT accouun-
poBanHoOro ¢ ycrounBocthio Jiokyca (Finkers-Tomezak et
al., 2011).

TP npoBoaumiu B 20 MKJI peakLIMOHHOW CMECH COCTaBa!
40 ur roranbHoit JIHK, 1xpeakuuonusiit Oydep, 2.5 MM
MgCl,, 0.4 MM kaxoro u3 dNTP, no 0.25 MxM npsmoro u
obparnoro mpaiimepa u | en. Tag-nmonmnmepass («/Iuanary,
Mocksa). YcnoBusi peakiiud COOTBETCTBOBAIU yKa3aHHBIM
B JINTEpATYypE.

B xadecTBe NOTOKUTENBHBIX KOHTPONIEH It Mapkepa S7TR
ucnonbs3oBaiu copta XKusuna, Cyaapeis u Sante, 1J1 KOTO-
PBIX HAJIMYUE THATHOCTUIECKOTO (hparMeHTa ObLI0 YCTaHOB-
JICHO HaMU paHee; KOHTposeM Jutst Mapkepa 239E4left/Alul
cinyxun copt Sante (AHTOHOBa U ap., 2016). Pectpukuuio
ocymmectBsua hepmenToM Alul («CudDH3MMY ), HCTTOMB3YS
npotokon (upmel-usrorosurens. ®parmentsr JJHK pasne-
JsuTM 3eKTpodope3oM B 2 % arapo3HbIX TeisiX ¢ OKpalinBa-
HHEM OpOMHUCTBIM 3THANEM M BU3yanm3anueil B YD-cBere.

®urtonarosorudeckuii anaaus. OT60op KIryOHEBBIX TPOO
W JIMarHOCTHKY OCYIIECTBIISUIM B COOTBETCTBHU C METOJIH-
kamu, npuBeaeHHEBIME B I'OCT 33996-2016 «Kaptodens
ceMeHHOH. TeXHHUYEeCKHe yCIOBHS U METO/bI ONPEICICHUS
kauecTBay (2017), 1 MeXAyHAPOIHBIM CTaHAAPTOM 110 CEMEH-
Homy kaproderro UNECE S-1 (2018). s xaxxaoro aHa-
JIM3UpyeMoro obpasna oroupanoch mo 10 ToYeyHbIX 1Mpoo,
COCTaBJISIBIIMX B COBOKYITHOCTH He MeHee 250 kiryOHeil.
OpHako 1t 00pasioB, natupoBaHHBIX 2018 I, KOTHMYECTBO
aQHATM3UPYEMBIX KiIyOHeH BapbrpoBaio ot 20 1o 100 mT.
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DKkcrnepuMeHTaNbHast BBIOOPKA NP (PUTONATOIOTMYECKON
IKCTIEPTH3€E CEMEHHOTO KapTo(ens cocTosnia u3 92 06pasios
39 coptoB u3 yeThlpex (exepanbHbIX OKpyroB Pd: 24 o6-
pasua u3 [IpuBomkckoro, 35 — u3 CeBepo-3anagHoro, 8§ — u3
LentpansHoro, 9 — u3 Cesepo-Kapkasckoro.

JIMarHOCTHUKY OOMHIIETHBIX, 'PHOHBIX M OaKTepHalbHbBIX
OoJie3HEH BBIMOJHSIIM, PYKOBOJICTBYSICh MH(pOpMaLKei,
MPEACTABICHHON B CIEIUAIN3UPOBAHHBIX KOMIICHIMYMAaX
(Compendium..., 1981, 2001; Diseases..., 2008), a Takxe ¢
ucnons3oBanueM onpeaenureneid UNECE (2014) u AHDB
(2018).

AHanM3UpOBAIIN KaX/IBIH KIIyOSHb N3ydaeMoro oopasia.
KiyOHU ¢ HETUITMYHOI CHMITTOMATHKON HITH MaI03aMETHBIMU
MaTOJOTHYECKUMH M3MEHEHHUSIMH MTOMEIIAIN BO BIAXKHBIC
kamepsl. [loBepxHOCTh KITyOHEH TIpeiBapuTeNbHO JIe3uH (-
nupoBainu 70 % STUIOBBIM CIUPTOM C MOCTEAYIONIeH Mpo-
MBIBKOH IHCTHIUTHPOBAaHHOW Bomoi. Ilpn HeoOxommmocTn
KIIyOHU pa3pe3any Ha HeOOJbIINe JIOMTHKH pa3MepoM He
MeHee | cMm. MHKyOalMOHHBINA NMEepHOJ COCTABISUI OT 3 10
14 nHel, B 3aBUCHMOCTH OT BO3OYIUTENs, IPH TOCTOSHHON
temneparype 20 °C u 100 % BI1aXXHOCTH.

BeriieneHre B 4HCTYHO KYJIBTYpy BO30yauTesnei Oose3Heit
OCYIIECTBISUIN C HCTIOJIF30BAaHNEM KapTo(enbHO (KapToderns
200 r, arap-arap 20 r, H,O 1000 mn) 1 pxkaHoii (poxs 60 T,
caxaposa 20 1, arap-arap 15 r, H,0 1000 mu) cpen.

Pe3synbraTtbl

YcTouMBOCTb COPTOB KapTodens

K 30J10TUCTON KapTodenbHoli HemaToae

CormracHO TONTyYeHHBIM JaHHBIM, U3 41 copra 3apyOexHOMH
CEJICKIIMHY TOJIBKO Tpu copTa (uiau 7.3 % OT BCeX N3yUEHHBIX)
okazanuch BoctipuumuuBbiMi k 3KH: Bintje, Desiree u Sarpo
Mira; ocTambHbIE TPOSBUIHN ce0st Kak ycToiuuBsie. [Tpomexy-
TOYHBIX TPYIIT yCTOHYMUBOCTH HE OBUIO BBISBICHO (TalI. 2).

Cpenu 29 u3ydeHHBIX HEMaTO0yCTONYNBBIX COPTOB Yac-
TOoTa BeTpedaeMocTd reHotunoB co SCAR-mapkepom 57R
reHa /1], onpeaemnsomero yCToiunBocTh k naroruny Rol
G. rostochiensis, oueHb Bbicokas — 96.6 % (28 u3 29 ycroii-
YUBBIX COPTOB). VCKITIOUEHHEM SIBISIETCS YCTOHUMBBINA (TI0
JTaHHBIM (pUTOMaTONIOrHUecKuX TecToB) copT Red Fantasy,
y KOTOPOTO HE BBIABICHBI Mapkepsl reHa H/ (puc. 1, cm.
Tabm. 2).

Koapdunnent koppensiiun [Tupcona mMexy Hanuduem
Mmapkepa 57R u gaHHBIMU 00 YCTOWYMBOCTH COPTOB K MaTo-
tuny Rol cocraBmn +0.88 (n = 33, BMecTe ¢ KOHTpOJIEM —
copt Hesckunit). [{pyroit mapkep rena H/ — CAPS-mapkep
239E4Left/Alul — o6HapykuBascs ropasno pexe. DToT Map-
Kep HapsALy ¢ 57R ObUT JETEKTUPOBAH TONBKO y TPEX COPTOB
(Armada, Estrella, Gala), Bce OHH TIPOSIBIISUTH YCTOHYHUBOCTD
k 3KH (cm. Tabmn. 2).

BaBunosckuii xypHan reHeTuku u cenekuyun / Vavilov Journal of Genetics and Breeding - 2020 - 24 - 4



A.B. XiotTu, [.A. PbibakoB
T.A. laBpunenHko, O.C. ApaHaceHKo

2020
24.4

YcTolumBocTb K Bo3byauTenam ¢putoproposa u rnoboaeposa
COBPEMEHHOr0 COPTMEHTa CEMEHHOIO KapTodens

<—— 500n.o.

<—— 400n.o.

<—— 500n.o.

<—— 200n.o.

Puc. 1. MonekynapHbI CKpUHUHT COPTOB KapTodens 13yuYeHHO BbIGOPKY NMpu nomoLym mapkepoB 57R (a) n 239E4left (6) rena H1.

Copra: 1 - HeBckuin, 2 - Alouette, 3 - Baltic Rose, 4 - Nandina, 5 - Sarpo Mira, 6 - Bintje, 7 - Desiree, 8 - Red Fantasy, 9 - Christel, 10 - Madeira,
11 - Ramos, 12 - Queen Anne, 13 - Delphine, 74 - Labella, 75 - Armada, 76 - Estrella. M — mapkep monekynapHoro Beca «100 b.p.+1500»

(«CMBIH3UMD).

YcToiiunBOCTb COPTOB KapTodens

K Bo36yauTentio putoprtoposa

Tonbko 71Ba copra 3apy0eKHOI CeNeKINK OKa3aInch abCOIIOT-
HO YCTOWYHMBBIMH K BO30YIUTEITI0 GUTOPTOpO3a KapTOdhes:
Alouette u Sarpo Mira (cm. Tabm. 2). Ocransable 39 copTOB
MOKAa3aJli Pa3HbI YPOBCHb YCTOHYMBOCTU WIIA BOCIIPUUM-
9uBOCTH. M3 HUX MOXHO OTMETHTH TpH copra: Evolution,
Red Fantasy u Ricarda, koTopsle BBIIEISINCH JOCTATOYHO
BBICOKHM YPOBHEM YCTOMYHMBOCTH (cpennuit 6amr 7.3, 6.8 u
6.4 COOTBETCTBEHHO).

OueHKa $UTOCAHNTaPHOrO COCTOAHNA

cemeHHoro Kaptodens pasnnyHbIX COPTOB B pernoHax PO
Pe3ynbTaThl QUTOMATONIOrHYECKOTO aHAIM3a ITAPTHIH SIUTHO-
TO M PENPOIYKIIMOHHOTO CEMEHHOTO KapTodest CBUICTEb-
CTBYIOT, 4YTO BO BCEX PErMoHax Ha CEMEHHOM Kaprodere
BEIABIICHBL: Ph. infestans, R. solani, H. solani, Streptomy-
ces spp., P. pustulans, C. coccodes, Fusarium spp., Phoma spp.
(tabsn. 3). byropuaras nmapma P. pustulans oTMeueHa IoBce-
MecTHO, kpome CeBepo-KaBkasckoro denepaabHOTO OKpyTa.
[opommcras napma S. subterranea f. sp. subterranea otme-
YeHa TOJILKO B 0IHOM o0pasiie copra Bekrop B [IpuBomkckom
(hemepabHOM OKpYTE.

HawuGosnbiiee pacipocTpaHeHue Ha BCEX COPTaX MOTYyIHIIN
PHU30KTOHHO3 U cepebpucTas napia (puc. 2). CTonpoieHTHOe
TopakeHue KITyOHel cepeOprcToil mapInoii oTMeueHo B pas-
JMYHBIX peruoHax Ha coprax Red Scarlett (C3, D u PC1-2),
Evolution (3, PC1), Labella (3), Colomba (3), Gala (D),
Hescxkuit (9). B CeBepo-Kaskazckom @O cepebpucras map-
mra OblIa OTMEYeHa ToibKo Ha 6.0 % obpasmos copra Hes-
ckuii (C2). llupoxoe pacipocTpaHeHHE MOTYIHI AHTPAKHO3
kaprodens. CumpHee Bcero ObUTH MOpakeHBI KITyOHH copTa
Red Scarlett (9 u PC2) — ot 50 no 71.4 % B LlenTpansHoM
(henepanbHOM OKpyre. MakcuMalibHOE opakeHue Gurodro-
pozom oTMeueHo Ha copte Heckwmii (D) — 63.1 %.

O6cyxpeHue

OJIHUM U3 NMPHOPUTETHBIX HAMPABICHUN CEJICKIMU SIBIISI-
eTcs CO3/IaHUE COPTOB, COUETAIOMINX B ceOe rPyIIOBYIO yc-
TOWYHMBOCTH, B TIEPBYIO O4Yepe/lb K TAKMM OIACHBIM 3a00-
JIeBaHUSM, Kak (pUTOPTOpPO3, PU3OKTOHUO3, KOMIUIEKC Iap-
e, BUPYCHbIC, OaKTepHuaJbHbIC M HEMATOAHbIE OOJIC3HHU.
B «l'ocynapcTBeHHOM peecTpe CeleKIMOHHbIX JOCTHKEHHH,
JIOIYLIEHHBIX K MCIOJIb30BaHUIO» Ha Teppuropuu Poccuii-
cxoit @eneparn (2019), naHHBIE IO YCTOHYUBOCTH COPTOB
KapToders K KOMIUIeKCy 3a0oeBaHuii oTCyTCTBYIOT. Cpenu
00s13aTeNIbHBIX XapaKTePUCTHK MPUBEACHBI MOKA3aTeNn yc-
TOWYHBOCTH K paKy, 30JIOTUCTOH KapToeapHOI HeMaroe 1
BUpycy Y. Jl71s1 HEKOTOPBIX COPTOB YKa3aHa MX YCTOWYNBOCTH/
BOCIIPUUMYHMBOCTD K GuTodhTopo3y. Harm pesynsrars cBu-
JIETEJILCTBYIOT, UTO ITATOTCHHBIN KOMIIJIEKC HA COBPEMEHHBIX
coprax KapTodesst 3HaUUTEIBFHO IUPE U MOXKET OBITH OIpe-
JISISIFOIUM [Tl KOHKYPEHTOCIIOCOOHOCTH COpTa Ha OTede-
CTBEHHOM DPBIHKE COPTOB.

Juist copToB 3apy0OeXHOH CEeNEeKIIMHM Ha aHTJIOSA3BIYHBIX
MHTEPHET-pecypcax B IMOJHOW Mepe OTpaKeHbI BCE COPTO-
BbIE 0COOCHHOCTH, BKJIIOYAs] YyCTOWYNBOCTh K OCHOBHBIM 3a-
OoneBaHuAM 10 9-0amibHON MmiKajge. CTOUT OTMETUTh, YTO
Julsi OOJIBIIMHCTBA COPTOB INpUBEJeHa UH(OPMAIHS 110 yC-
TOWYHBOCTH K (HPUTOPTOPO3y OOTBHI U KIIYOHEH U K BHPYCY
kaprodens Y (PVY). Hannune ocransHOM nHPOpMaNny 1o
YCTOMYUBOCTH/BOCIIPUMMYHMBOCTH K OOJIE3HSIM BapbHpYeT
B 3aBHCHMOCTH OT CEMEHOBOJYECKOH KOMIIAaHWM M CTpa-
HBI-TIpon3BoanTENsL. OOIIEN3BECTHO, YTO OLEHKA COpPTa Ha
YCTOWYMBOCTH K 3a00JIEBAHUSM MPOBOJUTCS HA TEPPUTOPUN
CTPaHbI-OPUTHHATOPA K MECTHBIM IOIYJISIIUSAM WM pacam
MaTOreHOB, KOTOPBIE MOT'YT 3HAYNTEIEHO OTIINYAThCS OT MPeJi-
craBiieHHbIX B Poccun. Harmpumep, nipu ¢uronaroiornyeckom
aHamm3e copra Sifra, KOTOpPBIH MO JaHHBIM OpPHUTHHATOpA
BBICOKOYCTOWYMB K (puTodhTOopo3y mno kiyoHsM (8 O6amios,
rae 9 — abcomoTHas YCTOMYUBOCTH) (CM. Tabm. 3), Koiauue-
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Ta6nuua 3. Pe3ynbrathl GTONATONOMNMUECKOTO aHaIM3a CEMEHHOro KapTodens 13 pasnnyHbIx pernoHos PO

Resistance to causal agents of late blight

and golden potato nematode of modern potato cultivars

lon

Copt

PacnpocTpaHeHHOCTb BO36yauTens 6onesHu, %

MexaHnuyeckne
noBpexaeHnsa

7.0 43.0 5.0
30.0 8.0 0.0
327 57.3 1.6
13.0 21.0 0.0

5.7 100.0 0.0

0.0 10.3 0.0
220 20.0 2.0
30.0 33 0.0
15.0 40.0 0.0

0.0 15.0 0.0
33.0 133 0.0
10.0 30.0 0.0
46.0 30.0 6.0
320 46.0 2.0
12.0 62.0 0.0
29.0 15.0 2.0
48.0 22.0 0.0

0.0 10.0 0.0
40.0 30.0 0.0
16.6 22.2 2.7
50.0 22.0 0.0
285 2338 47

0.0 10.5 0.0

0.0 338 0.0

CeBepo-3anagHbiin defepanbHblii OKPYr
320 38.0 0.0

1.5 6.5 0.0

0.0 0.0 0.0

0.0 0.0 0.0
50.0 0.0 0.0

0.0 0.0 0.0

5.0 35 1.5
20.0 8.0 0.0

35 6.4 0.0

0.0 16.6 0.0

0.0 0.0 0.0

0.0 0.0 0.0

4.0 25 0.0
10.0 85 1.0

0.0 30.0 0.0
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A.B. XiotT1, [.A. PbibakoB YcTonunBoCTb K BO36yautenam putodptoposa u rnobogeposa 2020
T.A. laBpunenko, O.C. AbaHaceHKo COBPEMEHHOr0 COPTVIMEHTa CEMeHHOro KapTodensa 24.4

OKOHuYaHue Tabn. 3

lfog Coprt PacnpoctpaHeHHOCTb BO36yauTens 6onesHu, % MexaHunueckme
........................................................................................................................................................... none)KneHV'ﬂ

MpumeyaHune. InNUTHbLIN cemeHHoN KapTodenb: CC3 — cynep-cynepanuta, C3 — cynepanunTa, 3 — anuTa. PenpoayKUmnoHHbI cemeHHom KapTodenb: PC1 — nepas
penpogaykums, PC2 — BTopas penpoayKuus n T. 4.
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Resistance to causal agents of late blight
and golden potato nematode of modern potato cultivars

B Mpusomxcknin ®O
B Ceepo-3anagHbii @O
LienTtpanbHbiii ®O

‘ H CeBepo-KaBkasckuin OO

AHTpaKHO3

napuua napLua

Puc. 2. PacnpocTpaHeHHOCTb rPUBHbBIX 1 OOMULIETHBIX 60MIe3HEN Ha CeMEeHHOM KapTodene B pasnunyHbiX arpokammaTmyeckmx 3oHax PO (cpegHee no

92 obpasuam).
300 Coprta
| | BOCMpUnmMUMBbIe
250 - B ycTonumBble

Kon-Bo coptoB
I
o

2000 2005 2009

2010

2013 2015 2016 2019

Puc. 3. Yncno ycToumBbiX U BOCIPUUMYMBLIX K G. rostochiensis (naTo-
TN Ro1) copToB KapTodens, paloHMpoBaHHbIX ¢ 2000 no 2019 .

CTBO NOpakeHHBIX Ki1yOHel B [IpuBomKcKkoM (enepaibHOM
okpyre cocraBmio 15 %. ¥ copra Labella, koTopsrii Toxe
BBICOKOYCTOHUMB K puTohTOpo3y 1o KiryOHsM, B CeBepo-3a-
najHoM (befiepaibHOM OKPYT€ BBISIBIICHO 5.5 % MOpaKeHHBIX
kiyOHei, a B CeBepo-Kakazckom — 25.0 %.

Takas xe cuTyarust HaOIIOMACTCS U 110 BUPYCY KapTo-
¢ens Y. [To nanHeiM opurunaropa, copt Alouette siBisiercst
UMMYHHBIM K 3TOMY BUJly BUPYCa, HO HaMH OBIJIO BBISBICHO
TPH NMOpaKeHHBIX KIyOHs M3 uerbipex (Yanagisawa et al.,
2019). KiryOHM BBICOKOYCTOIYMBBIX K BUpYCY Y copToB Queen
Anne, Rozara u Adretta, paiionupoBaHHBIX B JlabHEBOCTOU-
HOM (eiepalibHOM OKpYTe, OBIIH ITOPayKEHBI STUM BHPYCOM
¢ gactoroit 1 u3 22, 1 u3 4 u 3 u3 4 coorsercreenHo. Copr
Red Lady, mo cBemenusiM opurnHaTropa, CpeaHEyCTOWIHB K
BUpycy Y U BbICOKOyCTOM4MB K mTammy PVYNTN, onnako
Bce 29 kiyoneit (100 %) aToro copra ObUTH TOPAKSHBI I TAM-
mamu PVYNTN(A), PVYNTN(B), PVYNW(A), PVYNW(B)
(Yanagisawa et al., 2019).

[TomyuenHsle qaHHBIE TO ycTOH4MBOCTH copToB Kk 3KH
MTOJTHOCTHI0 KOPPENHUPYIOT ¢ WH(pOpPMAIHeH, pUBEeISHHON
(hupMaMU-TIPOU3BOIUTEISIME U B [ OCy1apcTBEHHOM peecTpe
CeJIeKIIMOHHBIX tocTrkerni (2019). Bee nzyyennsie coBpe-
MeHHEIe 3apy0OeKHbIe copTa KapToderns, kpome Tpex (Bintje,
Desiree n Sarpo Mira, KOTOpbIE 4acTO HCIOIB3YIOTCS B Ka-
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YeCTBE KOHTPOJISI BOCTIPUUMYUBOCTH), SBIIAIOTCS IMOTHOCTBIO
nMMyHHBIMH K rtatotuity Rol 3KH. Ocranbhbie 3apyOexHbIe
copra kaprodels, BKIroYeHHbIe B [ocpeecTp 1 pa3peleHHbIe
K BBIPALMBAaHUIO Ha Tepputropuu PO, Takxke OTIMYAOTCS
BBICOKOH YCTOHMUMBOCTBIO K 3TOMy martotuiry 3KH.

ITo nannbiM ['ocpeecTpa ceneKInOHHbBIX TOCTHKEHUH, 254
u3 455 coproB kaprodens ycroiunssl kK 3KH (puc. 3). Ten-
JICHIIMS IPEBAJIMPOBAHHMS YCTOMYMBBIX COPTOB HAJT BOCIIPHUM-
4yuBbIMH HaOmonaercst HaurnHast ¢ 2013 1. OHaKo ATO CBSA3aHO
¢ BKJIIOueHneM B [ocpeecTp MHOTOYHCIIEHHBIX HHOCTPAHHBIX
COPTOB, KOTOPBIE BEICOKOYCTOHYHMBEI HE TOIBKO K Ro1 maroTu-
my 3KH, HO 1 Kk [pyruM, BKITIOYast PYNIIOBYIO YCTOHYHBOCTD K
OnemHOM KapTodensHOi HeMaToe (HarpumMep, copta Laperla
n Prada, pupma-opurunarop Solana). Ceiire nonosussl (124
u3 216, unu 57.4 %) oreuecTBEHHBIX COPTOB cenekiuu PD
u ctpan CHI, BximoueHHBIX B [ocpeecTp, K COXaJIeHHUIO, TIO
OoutbIIIet YacTH SABJISIOTCS] BOCTIPUMMYNBBIME, HECMOTPS Ha
TO YTO NMPHU3HAK HEMATOJ0YCTOWYMBOCTH CUHUTACTCS OJHUM
U3 BOKHEHIINX TP CO3aHUH HOBBIX COPTOB KapTO(eIs.

VYeroituuBocets k 3KH sBiisseTcst MOHOTEHHOH U 00yCIIOB-
neHa Hanuyuem reHoB HI wiu Grol—4 ycToMuuBOCTH, JI0-
KaJIN30BaHHBIX Ha XxpomocoMax V u VII cooTBETCTBEHHO.
HemarogoycToitunBeie copTa, CO31aHHBIE CEIEKIIMOHEPAMHU
pa3HBIX CTpaH, yaie Bcero HecyT ren H/ (Shultz et al., 2012).
ITonoOHast 3aKOHOMEPHOCTH BBISIBIICHA U JUISI OT€UECTBEHHBIX
HEMaTo/I0yCTOHUNBBIX copToB, 98 % KOTOpBIX 0OIamamn
Mapkepamu reHa [/ u Toneko 2 % — mapkepamu reHa Grol—4
(Kmumenko u ap., 2017). 3apybexnsie copta KapTodemns
AKTHBHO UCTIOJB3YIOTCSI OTEUECTBEHHBIMH CEJICKIIHOHEPAMHU
B IIpOrpaMMax I10 BBIBEJICHUIO HOBBIX COPTOB; IIPUBEICHHAS
aBtopamu (Kmrvenko u ip., 2017) nadopmariwst 06 ycToidn-
BOCTH 3apyOEKHBIX COPTOB, @ TAK)KE O HAIMINHU Mapkepa 57R
reHa [/ BaxHa mpu noadope map JUIsl CKpeIlMBaHUI U B
MporpamMmax 1o NMUPaMHUIAPOBAHUIO TE€HOB YCTOWYIHMBOCTH,
0COOCHHO K KapaHTUHHBIM O0BEKTaM.

Copra Alouette u Sarpo Mira, 110 JaHHBIM OPUTHHATOPOB,
SIBJISTIOTCSI UMMYHHBIMU K (puTOdTOpO3y M B HAIIMX 3KCIIE-
pPUMEHTaX MOATBEPAMIIM TOT CTATyC. YCTOMYMBOCTH COpTa
Alouette 00ycioBieHa HamuuueM reHoB Rpi-R3a, Rpi-R3b,
Rpi-vntl (Armstrong et al., 2019), a y copra Sarpo Mira
JeTepMHUHUpOBaHa reHaMu R3a, R3b, R4, RS, Rpi-Smiral u
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Rpi-Smira2 (Rietman et al., 2012). Copt Evolution cunraercs
cpeqaeycroiynBbIM (RS), omHaKo B IPOBEICHHOM SKCTIEPH-
MEHTe OBUT OIIEHEH KaK yCToHumBbIi (Oayt 7.3).

Copra Baltic Rose, Damaris, Desiree, Gala, Labella, La-
perla, Mia, Sanibel, Zekura u 7 for 7 oTHeceHBI HAMH K BOC-
MPUUMYHBBIM, XOTS B XapaKTepPUCTHKAX OPUTHHATOPOB yKa-
3bIBaJIaCh CPE/IHsS YCTOMYMBOCTD K (putodToposy. Bocnpu-
MMYUBBIMH OKa3asuch 1 copra Queen Anne u Red Lady, xoto-
pble TIO0 JaHHBIM OPUTHHATOpPA UMEIOT YCTOIYMBOCTD BBIIIE
cpeaneit. [Ipu npoBeaeHnU (HUTONMATOIOTMUYSCKOTO aHATU3a
CEMEHHOTO KapTodes mopakeHHbIe PUTOPTOPO30M KITyOHH
OpLTH 0OHApYKeHBI y copToB Desiree, Labella, Queen Anne
Red Fantasy, koTopble 110 JaHHBIM OPUTHHATOPOB CUUTAIOTCS
YCTOMYUBBIMH K KITyOHEBOU opme puTohTopo3a.

[To rpynmoBoil ycTOWYUBOCTH K 00OUM BO3OYIUTEISIM,
30JI0THCTON KapTodenbHol Hemarone U GpUTohTOpO3y, BbI-
JEJININCh YeThIPEe pallOHMPOBAHHBIX 3apyOEKHBIX COpTa:
Alouette, Evolution, Red Fantasy, Ricarda.

PeSyﬂbTaTI)I HalIux I/ICCJ'Ie]IOBaHI/Iﬁ CBUACTCIILCTBYIOT, YTO
pacmpoCcTpaHEeHHOCTh OOJIE3HEH Ha KapTodere BappbupoBaa
B 3aBHCHMOCTH OT COPTa, PEPOYKIIMH CEMEHHOTO MaTepuaa
Y 30HBI BBIpAIIMBaHUS. 30HATBHBIC PA3IUUMSA 10 PACTIPOCTpa-
HEHHOCTH OoJIe3HEeil Ha CeMEHHOM KapTodelsie OTYETIHBO
IposBUIHCH ToNbKO 10 CeBepo-Kaskasckomy @O. B otnune
ot npyrux pernoHoB P®, B Ceepo-Kaskazckom @O otcyT-
CTBOBAJIO TIOPAXEHHE KapTO(est aHTPAKHO30M U TOJIBKO B
onHOM oOpastie copra Hesckmii (CD) oOHapykeHO nmopakeHne
cepeOpUCTOi mapIio.

[ToBcemecTHOE CHIIBPHOE MOpaXCHHE KIIyOHEH PH3OKTO-
HHO30M BBISIBJIEHO BO BCEX MCCIICIOBAHHBIX pErHOHaX. Mak-
CHUMaJIHOE paclipocTpaHeHne 00JIe3Hb MOy4niIa Ha COPTax
Gala (70.4 %), Red Scarlett (64.7 %), Hesckuit (57.8 %),
OTHOCSIIIUXCSI K KATETOPHHU «DITUTAY.

CepebOpucras napiia oTMeueHa B pa3TUYHbIX pErHOHaX Ha
BCEX M3YYEHHBIX COpTax KapTodeist, Kpome HeKoTophIx 13 Ce-
Bepo-Kaskazckoro @O. BpemoHoCHOCTE 3TOTO 3200ICBaHUS
COCTOHUT B TOPAKEHHUHU IVIa3KOB, B PE3yJIbTaTe 4ero KiIyOHH
TEPSIIOT BCXOXKECTh HIIH IAI0T OCJIa0NIEHHBIE TOOETH, a TAKXKe
B TIOPQKCHUN KOPHEBOW CHCTEMBI M CTOJIOHOB, BCIIEJICTBUE
4ero 00pas3yroTcsl HeBbIpAaBHEHHBIE 110 pa3Mepy KityOHH, yac-
TO ypomnuBele. [lopaskeHHBIE KITyOHHM Hallle MMOABEPTaroTCs
Pa3BUTHIO BTOPHYHOH MHpEKIMN — puTodhTOpo3a 1 rpudoB
Fusarium spp.

HeoxuaHHO CHIIBHOE PAaCHpOCTPAaHEHHE MONYYMI aH-
TpakHo3 KapTrodesst. CruibHee Bcero ObUTH MOpaKeHbI KIyOH!
copta Red Scarlett (O u PC2) (50.0-71.4 %) B LlenTpansHoMm
(hemepabHOM OKpyTe. YCTOHUMBOCTD K aHTPAKHO3Y HIKOTIA
HE BXO/INJIa B TIAPAMETPHI XO35HCTBEHHO IIEHHBIX MTPU3HAKOB
coptoB Kaprodens. DTo 3abojieBaHUE OTCYTCTBYET B aKTy-
ampHOM ['OCT 33996-2016, 4T0 OTYaCTH M CHOCOOCTBYET
ero pacrpoctpanenuo. CHIIbHOE ITOpaKeHHE BETETHPYIOIIHX
pacteHuit kaprodens aHTpaKHO30M OTMeueHo Hamu B CeBe-
po-3amagHoM u JlampHEBOCTOUHOM (heaepabHBIX OKpyTax
Ha coptax Labadia, Labella, Hepckwii u np. BpemoHocHOCTB
0O0JIE3HN COCTOUT B MPEKAECBPEMEHHOM OTMUPAaHHU OOTBBI
Y THUEGHUM KITyOHEH BO BpeMs BereTanuy u xpaneHus. [lpu
JIMarHOCTHKE OCHOBHBIM MIPU3HAKOM SIBIISICTCS] HAJTMINE CKIIe-
POLMAIBHOTO YIUIOTHEHHUSI MULIEIHNS MO/ KOXKY PO KITyOHsI, C
BBIXOJIOM Ha ITOBEPXHOCTh U 00pa3oBaHHEM IIeTHHOK. 11n-
POKOE pactpocTpaHeHNE aHTPAKHO3a U CepeOPHCTOI mapIu
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YcTolumBocTb K Bo3byauTenam ¢putoptoposa u rnoboaeposa
COBPEMEHHOr0 COPTMEHTa CEMEHHOIO KapTodens

1 O4YCBUHAA UX BPCAOHOCHOCTH CTAJIM HOBBIM BbBI3OBOM [JIA
CEJIEKIINHU KapTodes.

Bce npoananmsupoBaHHble 00pa3ibl ObUIM TTOPAKEHBI
KOMIUTIeKCcOM rpuboB Fusarium spp. Ha copre Gala ux pac-
npoctpaneHHocTs focturana 100 % B IIpuBomkckom DO.
OTyacTH 3TO CBS3aHO C TEM, YTO MMEHHO B 9TOM OKpYyTe 3a-
(uKcHpoBaHO HauOOJbLIEE KOJIUYECTBO MEXaHHUUYECKH T10-
BPEKACHHBIX KIyOHe# (0T 2 10 75 % B 3aBUCHMOCTH OT
o0pasia), 4To, 110 HallleMy MHEHHIO, CIIOCOOCTBOBAJIO TAKOMY
CHJILHOMY PaclpOCTPaHEHHUIO CyX0il (hy3aprHO3HON THHIIH.

I'OCT 33996-2016 ycTaHaBnuBaeT KeCTKHE HOPMATHBHEIC
TpeOOBaHus, MPEABIBISEMbIE K KaTeropusM Kaprodess 1o
MOPAKEHHOCTH CYXUMH THUJIIMH, B YaCTHOCTH ()y3apHO30M:
0.5 % nnst kareropwuii anutHOTO 1 1.0 % JUI penpoTyKINOH-
HOTO ceMeHHOTo Kaprodernst. Hu onun mpoananu3npoBaHHbBIA
o0pasell, BHE 3aBUCUMOCTH OT PENPOYKIIMH, HE COOTBETCTBO-
BaJI IPEIBSIBISIEMBIM TPEOOBAHUSAM, YTO CBUAETEIBCTBYET O
HEY/JIOBJICTBOPUTEILHOM (PUTOCAaHUTAPHOM COCTOSIHHHU Ce-
MeHHOT0 Kaprodens. OTCYyTCTBHE MOPAXKCHUS (y3apHO3HON
WHQEKIel Takux copToB, kak Mondeo, Asterix, Delphine,
Yapopeii, 3opauka, He MOXKET OBITH I0Ka3aTEIbCTBOM YCTOM-
YHUBOCTH K ITIATOTCHY, HeO6XO[lI/lMO ux naaneiflmee H3YyYCHUC.

Boz6yaurens ¢putodToposa kapTodens ObUT BEIABICH BO
BCeX (peliepalIbHBIX OKpPYTax, MPUYEeM HauOOIIbIIee pacipo-
CTpaHEHHE Ha palloOHMPOBAaHHBIX copTax moxyuyuia B Ce-
Bepo-Kaskazckom @O (88.8 %). C 2018 1. purodTopos
KapTodernsi OTCYTCTBYET B perIaMEHTE KOHTPOJISL IPH TIPO-
BEJICHUU CepTH(UKAIIMM CEMEHHOrO Marepuaia 10 HOBOMY
T'OCT 33996-2016 (2017), mo3TOMY B HaCTOAIIEE BPEMS OT-
CYTCTBYIOT JIOITyCTUMBbIE KPUTEPHH I10 TIOPA’KEHHOCTH KITyO-
Hel cemeHHOTO KapTodens. Onnako, coracHo DI1B (Anexun
u ap., 2016), He momycKaeTcs MPUCYTCTBUS MOPAKEHHBIX
KiIyOHel B ceMeHHOM Marepuaie. He BbIsiBICHO KOppemsinu-
OHHOH 3aBHCHUMOCTH 110 IIOPAKEHUIO PA3IIMYHBIX KaTETOpUI
COPTOB KapTodest 3a00IeBaHIsIMH, CKOpee HA000pOT: UMEH-
HO SJTUTHBIN CEMEHHOM KapTo(elb ObIT MopakeH 00Ie3HIMHI
CHUJIbHEE, YeM PerpolyKIIMOHHbIH (cM. Tabu. 3).

Haubonee mpeacTaBneHHBIMU BO BeeX (heiepaibHBIX OKPY-
rax oka3aJich copra kaprodess, BKIIIOUeHHbIE B [ocpeecTp
(2019) muoro ner Hazan: Hesckuii (rox BkimroueHus 1982),
Red Scarlett (2000) u Gala (2008), meHee mpeaCTaBICHHBI-
mu — copta Evolution (2015), Colomba (2013) n Labella
(2010). Bce nepeunciennsle copta paiioHnpoBaHsl B CeBe-
po-3anamaom @O, ocTaabHBIE COpTa TPUCYTCTBOBAIH B TPEX
PETHOHAX B Pa3HBIX COOTHOIICHHUSX (CM. Tabm. 3).

3aknioyeHune

Bce 3apy0Oerxnbie copra kaprodens, BHeceHHbIe B [ocpeecTp
CEJIEKLIMOHHBIX JOCTUKEHUM, OTNINYAIOTCS BBICOKOM YCTONYH-
BOCTBIO K pacpOCTpaHEHHOMY Ha Tepputopun Poccuiickoi
Oeneparn narotunty Rol G. rostochiensis. Yacte u3 HEX
TeHeTHUYECKH 3aIlMIIeHa U NPOTUB Apyrux narorunos 3KH.
OT0 KOCBEHHO CBHUACTEIBECTBYET 00 A3(P(PEKTHBHOM UCTIONB30-
BaHMM MOJEKYISPHBIX MapKepOB I'€HOB yCTOWYMBOCTH, TaK
Kak (pUTOIaTONOrNUECKHE TECTHI JUTUTEIILHBIC H TPYI0EMKHE U
MOT'YT OBITh ITPOBE/ICHBI TOJILKO B KOHTPOIUPYEMBIX YCIOBHUIX
KapaHTUHHBIX Jlaboparopuii. Y 96.6 % M3yueHHBIX HEMaTo-
JIOyCTOMYMBBIX COPTOB BBISBJIECH Mapkep reHa f/ yctoldu-
BocTH K marotuny Rol G. rostochiensis, BOCIpUIMYHBBIE
copra 3THM MapkepoM He obnananu. [TonTBepskieHa BbICO-
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Kasi yCTOMYMBOCTh COPTOB 3apyOexxHo cenekunu Alouette
u Sarpo Mira x Bo3Oyautento gurodropoza. OOHAPYKEHBI
PacxoXXJICHUS B XapaKTEPUCTUKE yCTOHYMUBOCTH COPTOB Kap-
Todenst K GuTodTopo3y, PeACTaBICHHON 3apyOeKHBIMH OPH-
THHATOPAMH U ITOJTY4IE€HHOW HaMH1 IIPH OIICHKE YCTOWYNBOCTH
1 (PUTOMATOIOTUUECKON IKCTIEPTH3E CEMEHHOTO KapToders,
BO31eIbIBacMOr0 Ha Teppuropuu PO. Copr Alouette komma-
Hun Agrico, UK oTnmgaercst rpynmmoBoil yCTOHYHUBOCTRIO K
3KH u dputodroposy.

Bo Bcex pernoHax u3yueHusi Ha CEMEHHOM KapToderie BbI-
SIBJICH KOMITJIEKC OOMUIIETHBIX U TPHOHBIX OONE3HEH, cpenu
KOTOPBIX Mpeodiagani pu30KTOHUO3, cyXas (y3apro3Has
THWIIb ¥ cepedpucTas napiua. OTMeueHo HeOXKUAaHHO ILIHPO-
KO€ pacrpocTpaHeHNe aHTpakHo3a kapTodes. [To-Bumimomy,
Hazpesa He0OXOANMOCTb ONPEICIUTh HATMYHNE YCTOHIYHMBOCTH
K 9TUM OOJIC3HSM KaK Ba)KHBIH XO3SIICTBEHHO I[CHHBIN MPH-
3HAK 1 HAIIPaBUTh YCHUIINS (PUTOTIATOIIOTOB M CEJIEKI[IOHEPOB
Ha CO3/1aHHME TeHETHYECKH OXapaKTEPH30BAHHOTO HCXOTHOTO
Marepuasa JUisl CeJIeKIMU Ha YCTOMYMBOCTh. boubiiast yacTh
palioHMPOBAaHHBIX COPTOB HE YAOBJIETBOPSIET JakKe MUHH-
MaJIbHBIM TPEOOBaHUSIM, ITPEABSIBISIEMBIM K CEMEHHOMY Ma-
tepuainy. [IpakTHuecky Bech CEMEHHOI Marepual He COOT-
BetcTByeT TpedoBanmsiM ['OCT u OI1IB, 9To cBHAETENBCTBYET
0 HapYIICHUN TEXHOJIOTUH BO3/ICIIBIBAHNS U 3AIUTHI.
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AHHOTauuMA. [1nA TOYHOWN BMAOBOW NAEHTUOUKALNN MAKPOOPraHN3MOB CErOAHA BCE Yalle MPUMEHSIOT CoYeTaHme
CTaHAAPTHBIX MUKPOOUONOrMYECKUX METOLOB KyNbTVBMPOBaHNA 1 BU3YalIbHOTO HAGMIOAEHNA C METOAAMM MOJIEKY-
NAPHOI 6MONOTNY U FeHETUKNM, MOMOTaIOLLUMM Pa3nnyaTh BUAbI U LUTaMMbl MUKPOOPTaH3MOB Ha YPOBHE MOMNEKY
OHK vnn PHK. Llenbto faHHoOM paboTbl 6b110 NpoBeaeHre naeHTUOUKaLMM MUKpoopraHu3moB 13 Konnekuyun ULl
CO PAH c nomoLLblo KOMMMIEKCHOro NoAX0Aa, COUETAIOLLErO NCMOJIb30BAHMWE WMPOKOTOo CrekTpa GeHOTUNMUYECKnx
1 reHOTUMNMYeCKUX Npr3HaKoB. [1na 93 wrammos MmukpoopraHnamos Konnekuun LI CO PAH onrcaHbl KntoyeBble
MOReKyNApHO-reHeTnYeckme 1 GeHoTnuyeckne cBoncTaa. PaccmoTpeHbl Mopdororuueckne, usmonornyeckue,
MOJEKYNAPHO-TEHETUYECKME U MACC-CMEKTPOMETPUYECKUE XapaKTEPUCTUKN WITAMMOB. YCTaHOBEHbI 0OCOBEHHO-
CTV POCTa LUTaMMOB Ha pa3HbIX cpefax, nsyyeHa mopdonorua KneTtok. LLitammbl npoTecTpoBaHbl Ha CNOCOOHOCTb
MCMOJIb30BaTh PasfnuHble cyb6cTpaThl. OGHAPY>KEHO, UTO NCCNIEAOBAHHbIE LITaMMbl 3HAUMTENIBHO Pa3NNYanmch No
CBOMM GMOXMMUYECKM npr3Hakam. OnpegeneHbl pr3nonornyeckre 0CO6eHHOCTA LWTAMMOB KOMNEKLMMN: OTHO-
LeHKe K KNCSTOPOAY, TUM NUTaHuA, AranasoH Temnepatyp v pH, otHoweHune K NaCl n gp. ViccnepoBaHHble MUKpPO-
OopraHy3Mbl 06beArHEHbI B OTAENbHbIE FPYMMbl HA OCHOBAHUM CXOACTBA UX GEHOTUNUYECKNX XapaKTePUCTUK, YTO
MOXET MpU AanbHenwen JopaboTKe U pacIMPEHN CMEKTPA TaKCOHOB 1 NX METaboNIMUECKUX KapT MNOCNYXUTb
OCHOBOW [NA CO3[aHNA KMCKYCCTBEHHOWM» KnaccudurKaLmm, KoTopas MOXeT ObITb NCMOMb30BaHa B KauyecTBe KJltoya
LA YNPOLLEHHON 1 6onee ObICTPON NAeHTUOUKALMM N pacno3HaBaHUA MUKPOOPraHM3MOB B paMKax Kak Konnek-
uun NLul CO PAH, Tak 1 pyrux Konnekuumn.

KnioueBble cnoBa: naeHTdMKaLma MUKPOOPTraHN3MOB; BMOXMMNYECKME XapaKTEPUCTUKIN BaKTepuii; XeMoCucTe-
MaTMKa; MacC-CNeKTPOMETPUYECKMI aHanm3.
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Abstract. For accurate species-level identification of microorganisms, researchers today increasingly use a com-
bination of standard microbiological cultivation and visual observation methods with molecular biological and
genetic techniques that help distinguish between species and strains of microorganisms at the level of DNA or RNA
molecules. The aim of this work was to identify microorganisms from the ICG SB RAS Collection using an integrated
approach that involves a combination of various phenotypic and genotypic characteristics. Key molecular-genetic
and phenotypic characteristics were determined for 93 microbial strains from the ICG SB RAS Collection. The strains
were characterized by means of morphological, physiological, molecular-genetic, and mass-spectrometric parame-
ters. Specific features of the growth of the strains on different media were determined, and cell morphology was
evaluated. The strains were tested for the ability to utilize various substrates. The strains studied were found to
significantly differ in their biochemical characteristics. Physiological characteristics of the strains from the collec-
tion were identified too, e.g., the relationship with oxygen, type of nutrition, suitable temperature and pH ranges,
and NaCl tolerance. In this work, the microorganisms analyzed were combined into separate groups based on the
similarities of their phenotypic characteristics. This categorization, after further refinement and expansion of the
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spectrum of taxa and their metabolic maps, may serve as the basis for the creation of an “artificial” classification that
can be used as a key for simplified and quicker identification and recognition of microorganisms within both the

ICG SB RAS Collection and other collections.

Key words: identification of microorganisms; biochemical characteristics of bacteria; chemosystematics; mass spec-

trometric analysis.
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BBepeHune
Wpentudukanus npokapuoT, KOTOpbie MOP(OIOrHueCKH
MEHee pa3HOOOPa3HBI, YeM 3yKapHOThI, OCHOBAHA HA HCIIOJb-
30BaHUM MINPOKOTO CHEKTPpa ()EHOTUITNIECKUX,  BO MHOTHX
CIIy4asx ¥ TeHOTHIHYECKHUX Ipu3HakoB. [Ipu omucanuu u
UACHTH(GUKAIUN OaKTepUi M3y4yaloT UX KyJIbTypaJbHbIE
CBOMCTBa, MOP(OIOTHIO, OPraHN3AIMIO KJICTKH, (PU3HOIIOTO-
OMOXMMHUYECKUE OCOOCHHOCTH, XHMUYECKHUI COCTAB KIIETOK,
cojepkanue ryanuHa u uurosuna B JIHK, nocnenoBarens-
HOCTb HYKJICOTH/IOB B FeHe, koaupytomeM cuntes 16S pPHK,
U pyrue GeHo- ¥ TEHOTUITMYECKHE TIPU3HAKH.
deHOTHITNYECKHE METOIbI MICHTU(HUKAIIMN MINPOKO pac-
MPOCTpPaHEHBl B OCHOBHOM OJiarogapsi X OTHOCHTEIIEHO
HU3KOH cTOMMOCTH. DEHOTUMMYECKUE PEeaKIuu OOBIYHO
BKJIIOYAIOT PEaKIMU HA PA3INYHbIE XUMHYECCKHE BEILIECTBA
WIN pa3iIMYHble OMOXUMHYECKHE Mapkepbl. OHAKO TPOSB-
JieHue (eHOTHITNYECKUX MTPU3HAKOB MUKpOOpraHuima (pas-
Mep 1 (hopMa KIIETKH, CIIOPYJISILNS, KJIETOUHBII COCTaB, aHTH-
TeHHOCTh, OMOXUMHYECKasi aKTHBHOCTh, YyBCTBUTEIBHOCTh
K aHTUMHUKPOOHBIM CPEICTBAaM H T.JI.) YaCTO 3aBHCHUT OT
HCTIONb3YEMBIX TIMTATENIbHBIX CPER U YCIOBUH KyJIBTHBHPO-
BaHUs. [103TOMY C IIEBIO YAyYIIEHUS KIACCUYECKUX METO/I0B
OMOXMMHUYECKOH MIICHTU(QHUKAIMK B TIOCIICJAHUE TOAbI ObLIH
CO3/IaHBI COBPEMEHHBIE METO/IbI OMOXMMHUYECKOH HACHTH(H-
karuu (Church, 2016; Reyes, 2018).

K KynbTypasbHbIM, WM MakpoMOp(OJIOru4eckum, CBOM-
CTBaM OTHOCSTCS XapaKTEepHbIE 0COOEHHOCTH POCTa MUKPO-
OpPTraHM3MOB Ha IUIOTHBIX M JKUAKHUX MUTATEIBHBIX Cpeax.
Mopdosnoruueckast XapakTepUCTUKA U OPTaHU3aIHsI KIIETOK
OaxTepuii BKIIFOUAIOT TaKKe IMPU3HAKH, Kak (hopma 1 pa3mMepsl
KJIETOK, UX TTOJIBHKHOCTb, HATMYHE )KI'YTUKOB U THII KTy THKO-
BaHMs, CIIOCOOHOCTE K criopoodpaszoBanuto. [lepBocrenenHoe
3HAUCHNE B CHCTEMATHKE OaKTepHii MPUAAETCS OKPACKE KIIe-
TOK 110 I'paMy M CTPOEHHUIO UX KIETOYHBIX CTEHOK.

Wzyuenune pu3nonaoro-6noXxuMHUUECKIX CBOMCTB BKITIOYACT,
MPEeX/e BCEro, YCTAHOBICHUE CIIOCO0A MUTAHUS HCCIIENy-
emoit Oakrepun ((oTo/XeMo-, aBTO/TeTepoTpodHs) U THIA
SHEPIEeTHYCCKOTO MeTab0IM3Ma (CIIOCOOHOCTD K OPOKCHHUIO,
a’poOHOMY HITH aHAIPOOHOMY IBIXaHUIO WA (POTOCUHTE3Y).
BaxxHo onpenenuTh Takue Npu3HaKky, KaKk OTHOILICHHE OaKTe-
PHH K MOJICKYIAPHOMY KHCIIOPOAY, TeMiiepatype, pH cpensl,
COJICHOCTH, OCBEUICHHOCTH M JAPYTUM (AaKTOpaM Cpesbl.
B nmanHy1o rpynity Npu3HaKOB BXOJAAT TAKXKE IIEPEUCHb CyO-
CTpPaTOB, yTUIN3UPYEMBIX B KaU€CTBE HICTOYHUKOB YITICPOAA,
a30Ta M Cepbl, TOTPEOHOCTh B BUTAMUHAX U APYTUX (haKTOpax
pocTa, 00pa3oBaHHE XapaKTEPHBIX MPOITYKTOB META00IN3Ma,
HaJIW4YMe HEKOTOPBIX (epMeHTOB. /|1 3TOr0 4acTo MCHOMb-
3yIOT CIIEIAJIbHBIC TECTHI.

MHorue TecTbl, MpUMEHsIEMbIE JUIsi 0OHAPYKEHUS Tepe-
YHCJICHHBIX MPHU3HAKOB (MHOTAA UX Ha3bIBAIOT PYTHHHBIMH

TECTaMH), BXKHBI [UIsl JUATHOCTUKH U MIMPOKO UCTIOIB3YIOT-
csl B MEeJUIMHCKOW MuUKpoOHonoruu. VX mocraHoBka Tpe-
OyeT 3HaYMTENIbHBIX 3aTpaT BpeMEHH, OOJIBIIOTO KOJIMYEeCTBA
CIIOKHBIX CpEJl U PEaKTUBOB, COONIIOACHUS CTAaHIAPTHBIX
YCIIOBHH NPOBEACHMS, aKKYyPATHOCTH BBIIOJTHEHHS. J]1s1 ycKo-
peHus 1 oOJeryeHust npouecca UIeHTU(PHUKAIH HEKOTOPBIX
MHUKpPOOPTIaHM3MOB, UIMEIOIINX TIIaBHBIM 00pa3oM MeIUIINH-
CKOE 3Ha4YeHHe, pa3paboTaHbl pPa3IUYHbIC TECT-CUCTEMBI,
nanpumep MIKROLATEST® ID | Erba Lachema s.r.o.,
BioLog u ap. Tak, cucrema MIKROLATEST® ID mpenna-
3HA4YeHA JJIsI MACHTHU(PHUKAMK SHTEPOOAKTEpHHd, MpeCcTaB-
JsieT coOOM MITACTHKOBYIO KaMepy C siYeiKaMu, CoepIKalu-
MU OKpaIlIeHHbIE JHAarHOCTHYeCKUe cperibl. O MONTOKHUTENb-
HOM MJIM OTPHULATEIILHOM PE3YJIbTaTe TeCTa Cy/IsT 110 U3MEHE-
HUIO [[BETA CPEIbI WK 1TOCIIE BBE/ICHHSI CIICIIMAIbHBIX PeakK-
THUBOB (TeCT Ha 0Opa3oBaHUe WHAONA, peakiws Porec—IIpo-
cKayapa).

[lepenoBas ¢eHoTunuyeckas rexuosorus: BioLog mpe-
JIOCTABISIET [IEHHYI0 MH(POPMALNIO O CBOWCTBAX IITaMMOB
B JIOTIOJIHEHHE K HACHTH(UKAINU Ha ypoBHE Buaa. Morneky-
JISIpHBIE METOJIBl, Takue Kak cekBeHupoBanue 16S pPHK u
MALDI-TOF, ne narot nH(OopManuy 0 CBOMCTBAX MITaMMa.
TexHoNOTUs yTHIM3aIlMM UCTOYHHMKA YIIIEpOJa B CHCTEME
BioLog no3Bossier uaeHTHGHUINPOBATE MUKPOOPTaHU3MbI
OKPY’KaroIlel CpesIbl ¥ IaTOTeHHbIE MUKPOOPTaHN3MBbI Iy TEM
CO3/IaHMs XapaKTEPHOT0 PUCYHKa MU «METa0OIMYECKOTO
OTIIeYaTKa ajblia» B PE3yJIbTaTe OT/IEIbHBIX TECTOBBIX PEaK-
Wi, TPOBOANMBIX B MUKpOILUIaHiiere. KyibTypanbHble cyc-
MEH3UH TECTUPYIOT C MOMOIIBIO TAaHENIN MPEABAPUTEIHHO
BBIOpPaHHBIX aHAJIN30B, 3aT€M MHKYOUPYIOT, CUMTBHIBAIOT U
CPaBHMBAIOT C 0a3aMH JTaHHBIX.

K coBpeMeHHBIM MeTO/1aM OMOXMMHUYECKOH NAEHTH(HUKA-
MM OTHOCST TAK)K€ MaTPUYHO-aKTUBHPOBAHHYIO Ja3€PHYIO
JIeCOPOIINIO/MOHU3AINIO C BPEMSIIPOIETHON MacC-CIEKTPO-
merpueit (MALDI-TOF MS), kotopast siBiseTcst OJHOM 13
HOBEHUIIIMX CUCTEM UICHTU(HUKAIIMA MUKPOOpraHu3MoB. He-
CMOTpSI Ha TO YTO 3TO «()EHOTHIIHUECKAsD» CUCTEMA, OHA B
HEKOTOPOM CMBICJIE YCTpAHsSET MpoOesl B JTOCTOBEPHOCTH
PE3yJbTaTOB MCIBITAHUM, MTOJTYUYEHHBIX C IOMOILBIO OMOXH-
MHUYECKHX CHUCTEM (DEHOTHITHPOBAHMSA M WACHTH()UKAINOH-
HBIX CHCTEM TreHOoTHnupoBaHus. CucremMa oueHb ObICTpa,
YTO JIeJIAaeT €€ XOPOLIMM MPUMEPOM «MHKPOOHOJIOTHYECKOTO
akcpecc-merona» (Gaudreau et al., 2018).

Wnentndukanms 6akTepuii 1o 3HAHUSIM O COCTaBE KIETOK
OakTepuii I3BECTHA KaK XeMOCUCTEMAaTHKa. XeMOTaKCOHOMH-
YEeCKHE METOJbl MOTYT OBITh BaKHBIMH, B HYACTHOCTH y TE€X
rpymr 6akTepuii, usu Mopdoornueckne 1 GU3HOIOTHIECKIE
XapaKTEePUCTHKH IIMPOKO BAPbUPYIOT U HEJOCTATOUHBI JUISl KX
YAOBIETBOPUTENbHON nAeHTH(pUKamu. CocTaB KIETOYHON
CTEHKH OIpEJIeIIsieT U CEPOJIOTHYECKHE CBOMCTBA OaKTepui,
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9TO JIC)KUT B OCHOBE UMMYHOXUMHUYCCKUX METOJA0B UX UJICH-
TH(UKAIHN.

WHorza B kauyecTBE XeMOTAaKCOHOMHYECKOTO MapKepa uc-
IMOJIB3YIOT HHHHI[HLIﬂ u )KHpHOKI/ICJ'IOTHLIfI COCTaB KJICTOK
Gaxrepwii. IHTEeHCHMBHOE M3y4YeHHE KUPHBIX KHUCIOT CTAJO
BO3MOXXHBIM C Pa3BUTHEM METO/ia razoxpomarorpaduiecko-
ro aHanu3a. Pasnnuuns B cocrase JIMIKIOB UCHONB3YIOT TPH
nAeHTU(UKAIINN OaKTepuii Ha ypOBHE poja M Jake BHUJA.
OTOT METOJI, OZHAKO, MMEET OIpe/esICHHbIE OrpPaHIMYCHNS,
MOCKOJIBKY COJIEPYKaHUE YKUPHBIX KUCIIOT B KJIETKaX MOXKET
3aBHUCETH OT yCIIOBUI KyJITHBUPOBAHUS U BO3PACTa KYJIBTYPHI.

Jus uneHTHQUKAH OaKTEpHil W CO3aHMs (PIIIOTCHE-
THUYECKOHM CHCTEMBI UX KiaccH]UKalMu Hanbolee MUPOKoe
pacIpocTpaHeHHe U 3HaYEHHUE MOTyqnII METO/] aHaIn3a Hy-
KIICOTHIHBIX MTOCTIeI0BaTebHOCTEH B prbocomansHbx PHK.

Kosnekuust MUKpOOpPraHu3MoB OMOTEXHOJIOTHUECKOT0 Ha-
3nauenwusi, cosnannas B OUILL UIul" CO PAH B nensx mo-
MCKa HOBBIX MEPCIIEKTHBHBIX MHUKPOOPTaHU3MOB JUIS 3a/1ad
6I/IOTCXHOHOFI/II/I u 6I/IOI/IH)KeHepI/Il/I, HUCCICAOBAaHUA UX I'CHEC-
TUKHU ¥ MeTabonm3Ma, BKitodaet 6omee 1500 mraMMoB, Kyib-
Typ MUKpoopranu3MoB 1 oopaszios JIHK. B komieknonHbIi
(1)OHZ[ BOLIJIM MPEACTABUTEIN BCEX OCHOBHBLIX HaJAUapCTB
(TpuOBI, 6akTEepHH, apXeH, BOAOPOCIH) U (PH3UOIOTHIECKIX
TpyI (B TOM YHCIIe aHa3poObI 1 SKeTpeMopuiibl). bonmbima-
CTBO ITAMMOB BBIZICJICHO U3 paHEC HE N3YUYCHHBIX YHUKAJIb-
HBIX 3KCTPEMAJIBHBIX 3KOCHCTEM: COJIEHBIX 03€p, TOPSUIUX
MCTOYHUKOB, a TAK)Ke U3 MOYBHI, MOPCKUX aKBAaTOPHH, Ipe-
CHOBOJHBIX BOOOCMOB.

C 1enpio TOYHOW BHAOBOW MACHTH(PHUKAINH MHKpPOOpTa-
HU3MOB CETOJHs BCE Yalle NMPUMEHSIOT COUYCTaHWEe CTaH-
JapTHBIX Ml/IKpO6I/IOJ'lOFI/llleCKI/IX METOAOB KYJIbTUBUPOBAHU A
U BHU3YaJIbHOTO HAOJIIOAEHUS C METOJAaMM MOJIEKYJSPHOMN
OMOJIOTHH M TEHETHKH, MOMOTAIOIIMMH Pa3InyaTh BUIBI U
IITaMMbl MUKPOOPraHU3MOB Ha ypoBHe Monekyn JJHK nnu
PHK (Kapasivon, Kynpssiiesa, 2016). [lns GnotexHonorun
B)KHOH sBISCTCS MH(OPMAIMS HE TOJIHKO O BHIOBOH IpHU-
HAJUIe)KHOCTH ILTAMMOB, HO U 00 MX cyOCTpaTHO# crienu-
(hUIHOCTH, TTOTHOTE peaTu3aIi MeTabOoINIeCKUX IMyTeH
1 aKTUBHOCTH META0OJIMUECKUX PEAKIHiA, BOSMOXXHOCTH MX
peryssiiiud. [103ToOMy KOMIUIEKCHBIH TTOIX0/] K UACHTU(HKA-
LMY TIPUPOHBIX MUKPOOPTaHU3MOB YIIPOILAET 3aauy ITONCKa
OMOTEXHOJIOTHYECKH MEPCTIEKTHBHBIX ITAMMOB.

Lenpto qaHHOM paOOTHI OBUIO NPOBENCHNE UACHTU(DHUKA-
ur MuKpooprannimos u3 kommexun U ul” CO PAH c mo-
MOIIIBI0 KOMITJIEKCHOTO TTO/IX0/1a, COYETAIOIIET0 HCII0JIb30Ba-
HUE HINPOKOTO CIICKTPpa (beHOTI/lHI/l‘leCKI/IX U I'C€HOTUIIMYCCKUX
MIPU3HAKOB.

MeToabi
DeHoTHNNYECKAs] XapaKkTepucTHka. DopMmy 1 pazmep Ku-
BBIX W OKPAIICHHBIX KJICTOK OMPEACISUIH ¢ MPUMCHCHUEM
CBETOBBIX U JJIEKTPOHHBIX MHUKpockornoB Axioskop 2 Plus,
Axioskop Al, LIBRA 120 ¢upmsr Carl Zeiss LKIIT muxpo-
CKOITMYECKOTO aHajau3a ouosorudeckux oonekros CO PAH.
[Ipenaparsl roToBUIM cTaHIApTHRIMU MeTofamu (Herpycos
u 7p., 2005). OxpammBanue no ['pamy nmpoBoamim Habopom
Gram stain kit (Sintakon, Poccust) cormacHo pexomMeHIanuu
MIPOU3BOUTEIISL.

Temneparypubsie 1 pH ontuMymsl pocTa, YyCTOMYHMBOCTh
k NaCl, katanmasHyro, ypea3Hylo, OKCHIa3HYI0 aKTHBHOCTH,
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aHa’POOHBIN POCT, AMIIIOIMTHYECKYIO ¥ Ka3€HMHA3HYIO U JIPY-
THe aKTUBHOCTH, a TaKKe CIIOCOOHOCTbH HMCIONB30BATh Pa3-
JT4HbIe cyOcTparsl onpenensu 1o (Herpycos u np., 2005;
Logan, De Vos, 2009). BonbIMHCTBO TECTOB MIPOBEIEHO HA
ocHoBe peakTuBoB U kuToB cucteM LACHEMA u BioLog.

Cexsenuposanue renos 16S pPHK. Takconomndeckyro
MIPUHAJUIC)KHOCTD ((PUIOTEHETHYECKOE MOJIOKEHNE) ITaM-
MOB OTIPEEIISUIH 10 MocienoBarensHocTr rera 16S pPHK.
Just aroro JIHK Gakrepuii BbIIEISUIN CTaHAAPTHBIM (EHOITb-
HbIM MeTojoM (Manuaruc u ap., 1984). Ammiudukanuro
rera 16S pPHK nmpoBogmmu mpu momommy yHHUBEpCaIbHBIX
OakrepuanbHbIX npaiiMepoB 16S-8-f-B (5'-AGRGTTTGAT
CCTGGCTCA-3") u 16S-1350-r-B (5'-GACGGGCGGTG
TGTACAAG-3'). Peakmmionnast cmechb comepkana 1.5 MM
MgCl,, 65 MM Tris-HCI (pH 8.8), 16 MM (NH,),SO,, 0.05 %
Tween-20, 0.2 MM dNTP, 0.3 MM npaiimepos u 1 e. a. pexom-
6mranTHO# Tag-momumepassr (SibEnzyme, HoBocubupck).
Cexenuposanue JIHK Boemonnsuiocs B HKIT «I'eHoMuka»
CO PAH.

ITonck cXOMHBIX MOCIENOBATEIBHOCTEH B HYKJICOTHIHBIX
0a3ax JaHHBIX TMPOBOIMIHN IPH ITOMOIIH IPOTPaMM CEpHUH
Blast (http://blast.ncbi.nlm.nih.gov/Blast.cgi), BeipaBHUBa-
Hue — npu nomommu nporpammsl ClustalW (http:/www.ebi.
ac.uk/Tools/msa/clustalw2).

XemoTrakcoHOMHYECKHe cBOMcTBa. /)11 aHanu3a xxup-
HOKHCJIOTHOTO COCTaBa KJIETOK IITAMMBI BBIPAIUBAIHN TIPH
ONTHMAJBHBIX 3HAUYEHUSAX TEMIIEPATypPbl A0 TOCTHIKCHUS
9KCIIOHEHIMAIBbHOH (a3bl pocTa. [lomydyeHHbli Onomarepuat
obpabarsBaincs o (Jenkins, Tanner, 1977), mocie menodHo-
TO TH/IPOJIN3a KUPOB KUCIIOTHI SKCTPArupOBAIH TEKCAaHOM U
METUINPOBaIH MeTaHodbHbIM pacTBopoM HCI mo (Schiffer
et al., 2002). CMech METHIOBBIX Y(PHUPOB KUPHBIX KUCIOT
AQHAIM3UPOBAII METOZOM Ta30BOW XpoMmarorpaduu Ha Xpo-
marorpade Agilent Technologies 6890N ¢ kBaapymOIbHBIM
Macc-ciekrpomeTpoM Agilent Technologies 5973N, komoH-
ka kBapuesasi DB-1. I'a3-HocuTens — reiuii ¢ NOCTOSIHHBIM
notokoM 1 mur/mun. Temneparypa nnxexropa 250 °C. Beog
MPOOBI OCYIIECTBILLIN C TIOMOIIBI0 MUKPOIIIIPHIIA, 00bEM
BBOZMMOM TPoObI 1 MKJ1. VloHM3anmst 311eKTPOHHBIM YIapoM
(70 5B). Xpomaro-mMacc-ClIeKTPOMETPUUYECKHUI aHaIU3 UC-
CIIEAyEeMbIX PACTBOPOB MPOBOAMIM IO ITOJHOMY HOHHOMY
TOKy B pexxnme ckanuposanus (SCAN) B auamasoHe macc
ot 10 1o 800 a.e.Mm., B pe’KMME MOHUTOPHHIA CEIEKTUBHBIX
1noHOB (SIM) o MONEKyIIPHOMY HOHY aHATH3HUPYEMOTO CO-
enuHenus. MeTuioBble Apupbl JKUPHBIX KUCIOT HACHTH (-
mupoBanu cpaBHenueM c¢ 06a3oii The NIST Mass Spectral
Search Program for the NIST/EPA/NIH Mass Spectral Library
Version 2.0a, build Jul 2002.

Macc-cneKTpoMeTpUYeCKHd aHAJH3 BBITOJHSIN Ha
Mmacc-criektpomerpe Ultraflex III MALDI TOF/TOF (Bru-
kerDaltonics). CrieKTpbl CHUMaJIU B JIMHEHHOM TIO3UTHBHOM
pexxnme ¢ yactoroii nazepa 100 'y B ananasone mace 2000—
20000 Ha. HampsixeHwe Ha YCKOPSIIOIIEM 3JeKTpoze 25 kB,
Harpspxenue [S2 23.45 kB, nanpsokenne Ha nuH3e 6 KB, 63
3aJIepKKH IKCTpakiuu. J{Jsi KaXk10# mpoObl moydanu 1o
TpHu crekTpa cymmupoBanueMm 500 1a3epHBIX UMITYIIECOB
(5100 UMITYIIBCOB € Pa3HBIX MO3MIUH SMMEHKH MUILICHN).
BHeniH00 KaTuOpoBKy MPOBOAMIN C UCIIOJIE30BAHUEM TOY-
HBIX 3HA4YCHUI Macc M3BECTHBIX OenkoB Escherichia coli:
RL36 —4365.3 [la, RS22 — 5096.8, RL34 — 5381.4, RL32 —
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6315.0, RL29 — 7274.5, RS19 — 10 300.1 Ha. ITony4yennbie
CEpHUH CIIEKTPOB KaKAOTO IITaMMa MCHOJIB30BAINCH B IIPO-
rpamMMe Biotyper 3.0 mpu co3maHuUM XapaKTEpPUCTHUUHBIX
CIIEKTPOB, TPEJCTABISIIONIMX COOOIl CIMCOK MUKOB MAacc C
YCPEIHEHHBIMH 3HAUCHUSIMHA M/Z U OTHOCUTEIBHBIX HHTCH-
CHBHOCTEH ITHKOB.

Juist upeHTHOUKAME MUKPOOPTraHU3MOB U3 KOJJIEKIIMU
NIul" CO PAH nomydennslie (heHOTHIHYECKUE U TEHOTUIIH-
YyecKHe NpU3Haky o0padareiBaiy B mporpamme Statistica 6.0.
}IeanorpaMMm 6])1.]'[1/1 IMOCTPOCHBLI IO METOAY HEB3BCHICHHOI'O
TIOTIAPHOTO apU(PMETHIECKOTO CPEIHETO, a IByMEPHBIE rpadu-
K1 — 10 METO/Ty MHOTOMEPHOTO IIKanupoBanus. MHorogax-
TOPHBII aHAJIN3 BBINIOJIHEH B IIporpamme Past 3, Bepcus 3.25
(Hammer etal., 2001). B cootBeTcTBHY C TpEOOBAHUSIMH TIPO-
TpaMMBl, TTOJYKOJINYECTBEHHBIE TaHHbIe 0 95 cyOcTparam
cucrembl BioLog Obun iepeBeieHb! B IM(POBBIE 3HAYCHHSL:
JTaHHBIE 00 OTCYTCTBUH/TIPUCYTCTBUH 3aKOANPOBAHBI Kak 0
win 1 COOTBETCTBEHHO, HE OIpPE/CICHHbIC 3HAUYCHHS 3aKO-
JUPOBAHBI KaK «?».

Pe3ynbratbl

B pabote no npoeneHu0 HASHTU(UKALUE MUKPOOPIaHU3-
MOB OBLIO MCHOJL30BaHO 93 mramma u3 kojuiekuuu U ul
CO PAH. Teorpadus mect orbopa npob [uist 30NN MHU-
KPOOHBIX KYJBTYp OOLIUpHAs — OT BUHOIPaAHUKOB KpbiMa
1o reizepos Kamuarku u Kypuut. [To sxonorun mecra oOuta-
HUSI BAPBUPYIOT OT ITPECHBIX BOZOEMOB JI0 3aCOJICHHBIX ITOYB.
TeMnepaTypHLIe YCJI0BUS XOJIOAHBIC U TCPMAJIBHBIC; pE€aKIIUA
cpens! (pH) HelTpanbHas, kucnas win menoddas. [IpoOs
0TOOpaHbI KaK M3 YACTHIX MPUPOHBIX aKBAaTOPHH, TaK U M3
AHTPOIIOTCHHO 3arpsA3HEHHBIX TOPOI.

[ITamMMBI BBIIEISUTH Ha pasauuHBIX cpemax: LB, MIIA,
MIIB, cpene [pennnra c nodaBkamu u 1p. KynstuBrnposanne
MPOBOAUIM TIpu Temreparypax ot 32 go 55 °C. Kaxmomy
mTaMMy ObLTa TaHa GUIIOTeHeTHIeCKast, (PeHOTHIIIYEeCKas 1
Macc-CIeKTPOMETPUIECKasi XapaKTePUCTHKA.

Mopdonorua n 6noxmmmnyeckne cBoricTea

BonpmHCTBO IITAMMOB 00Pa30BBIBAIIM OKPYIIbIE KOJIOHUH
0eJ10r0, KPEMOBOTO HMJIH JKeJITOro 1iBeTa. Kpast koioHuit pos-
HBIE WJIM BOJHUCTBIE, IPO(UIb — TUIOCKUN WM BBITYKJIBIH.
Pazmeps! KonoHMI BapbUpOBAM OT TOYECUHBIX (MeHee | MM)
J0 Oonee yem 5 Mm. KileTku mTamMMOB NaJOYKOBH/IHBIE.
V¥ 17 mTaMMOB HaOMIONAIOCH BBIICIICHHUE TUTMEHTA B CPELTY.
Knerounas ctenka rpamnosnokutenbHas. PocT o mrpuxy y
IITAMMOB BapbUPOBaJ OT HEPACIUIBIBAIOLIETOCS JI0 CHIBHO
PAacIUIBIBAIOIIETOCS, OT YETKOBUIHOTO JIO CIUIOMIHOTO. [lst
75 mTaMMOB OTMEUEHO CIIOPOOOpa30OBaHHE.

HccnenoBanHble TEMIepaTypHbIe AUAa30HbI pOCTa — OT 8
10 70 °C, pH — ot 2 o 10. [lnamna3on Temmeparyp Ui pocTa
TepMOGHIBHBIX MUKpoopranu3moB Ob11 4070 °C ¢ onrtumy-
moM 11pu 60 °C, st Me3opuIbHBIX — 0T 25 10 40, 50 n 55 °C
C OIITHMYMOM TIpenMyIecTBeHHO mpu 35 °C. IHTeHCHBHBIN
pocT mTamMmMoB Habmonancs npu kormeHTpanuu NaCl 1 /7.
YacTp ITaMMOB He pociia UK pociia ciiado IpHu KOHLEHTpa-
un B cpene NaCl 5 r/m.

Bce nceneioBanHbIe IITaMMBI IPOTECTUPOBAHBI HA CIIOCO0-
HOCTb UCIIOJIb30BATh PA3JIMYHbIE CyOCTPATHI C IOMOIIBIO CH-
ctem LACHEMA u BioLog. beiio ompeaesneHo, 9To mraMMbl
SBJISTIOTCSI @3p00aMK W/MiH aKyIbTaTHBHBIMHU aHapoOamHy,
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a 10 THITY TIMTaHUS — FeTepoTPOhaMu U XeMOOPIraHOTreTepO-
Tpodamu. BOIBIIMHCTBO ITAMMOB XOPOIIIO POCIH HA CPEax
C Ka3eMHOM, KPaXxMaJIOM M TBHHOM B Ka4€CTBE €TMHCTBEHHOTO
HCTOYHMKA yniepoa. BelpakeHHON Ka3eMHA3HOU aKTUBHO-
CTBIO, XapaKTEPU30BABIICHCS HATMUYUEM 30H MPOCBETICHUS
BOKPYT KOJIOHHH ITpH 00paboTKe UX yKCYCHOM KHUCIIOTOMH, 00-
nanamu 73 mramma (Hetpycos u ip., 2005). Taxoke 81 mramMm
JIEMOHCTPHPOBAJI XOPOIIIYIO aMHIOIUTHUECKYIO aKTUBHOCTb,
BBIBJISIBIIYIOCS TI0 30HAM IpocBeTieHus. [Ipu peakuuu c
HO/I0M TIOMHMO OOBIYHOTO 0OECIIBEUMBAHUS B PsIJIE CITyyacB
HaOJI0aI0Ch TIOKPACHEHHE CPE/bl BOKPYT KOJIOHHH, CBUIE-
TEJILCTBOBABIIEE 00 00pa30BaHNH JEKCTPHUHOB.

Yeranosneno, yro 40 mramMMoB o0nananu -rajgakro3u-
JTa3HOHM aKTUBHOCTHIO. [IpakTHyecky Bce LITaMMBbl HE I€Tpa-
JUPOBAJIM MajOHAT, LUTPAT, OPHUTHH U CEPOCOAEpIKAIINE
coeauHenus (oTpuuarenbHelid TecT Ha H,S). Bee mrammel,
KpOME€ OIHOT'0, HE MCIOJIb30BAJIN JIU3UH. YPEa3HOH aKTUBHO-
cThio oOnagany 17 mrammoB. Bee mraMmbl He ITPOSIBIISUTH
B-rimokopoHuiazHol aktuBHOCTH. LlITaMMbl MMen pasHoe
OTHOIIEHNE K MAHHUTOITY, TPETAJI03€ 1 JIAKTO3€, LIEII00H03e,
apruHUHY, MeJInOno3e, COpOUTONY, cCaTnuIuny, padduHo3e,
WHO3UTOIy, apaduToIy, aJlOHUTOINY, AyIbUUTy. JBanuars
IITaMMOB UMEIH -KCHII03UAa3HYI0 aKTUBHOCTb.

BosbIMHCTBO HCCIIEI0BAaHHBIX ITAMMOB HE HCITOIb30BaIIN
cienyromue coeauHenus: D-typanosy, N-auerunneiipamu-
HOBYIO KHCIIOTY, I-THAPOKCU(PEHUITYKCYCHYTO KUCIIOTY, METHIT
npysat, D-¢pykosy, L-¢pykosy, L-pamuosy, D-acnaparntoByro
kucnory, D-cepus, munui-L-11poanHa NIFOKYpOHaMuUJ, My-
IIMHOBYI0, XNHHY0, D-caxapHyro, 0-THIPOKCHMACIIIHYIO KHC-
J0THI, B-ruapokcu-D, L-MacIsiHy 0 KHCIIOTY, 0-KETOMaCIISTHY O
KUCIIOTY ¥ OyTUpar HaTpHsl.

BoisiBreHo, 4TO OONbIIas 4acTh MITAMMOB OTHOCHUTCS K
pony Bacillus, octansble — K ponam Anoxybacillus, Lysini-
bacillus, Geobacillus, Paenibacillus, Achromobacter, Agro-
bacterium, Stenotrophomonas.

Jast 83 mraMMOB KOJIJIEKIIMH CO3JaHbI XapaKTEPUCTHIHBIC
Macc-CHEeKTpbl 0eJIKOBBIX Ipoduieil. PuionpoTeoMHbIe
JTAaHHBIE HaXOJWJINCh B COOTBETCTBUU C TAKCOHOMHYECKOH
MIPUHA/UICKHOCTBIO IITAMMOB, OINPEAEICHHON C ITOMOIIBIO
cexBeHupoBaHus reoB 16S pPHK. Pe3ynsraTsr macc-crek-
TPOMETPHUECKOTO aHAJIN3a IOTIOTTHIIIN 0a3y XapaKTepUCTH-
HBIX MacC-CIIEKTPOB U MOT'YT OBITh HCITOJIb30BaHbI B 1aIbHEH-
11ei nieHTH(UKAIMYT MUKPOOPTaHU3MOB B TEX CITyYasix, KOrja
3aTpyAHEHO NOJyYeHue KauecTBeHHoro npenapara JHK nis
CCKBEHUPOBAHMS.

[Ipu aHanmu3e >KUPHOKUCIOTHOTO COCTaBa KJIETOUHOM CTEH-
K1 ObIIM OOHAPY)KEHBI CIEAYIONINE KUPHBIE KUCIOTHI: Ha-
CBIIIICHHBIC Hepa3BeTBIeHHbIe — MupuctuHoBas (C14:0);
KHCJIOTBI C Pa3BETBJIECHHON LIETIOYKON — U30MUPUCTUHOBAS
(is0C14:0), nzonenranekanonas (isoC15:0), aHTen3onenTa-
nexanosas (aC15:0), m3onansmutrHOBas (isoC16:0), anTe-
n3onanbMUTHHOBAS (AC16:0); MOHOHEHACHIIIIEHHbIE — TAJTbMU-
toenHoBast (C16:1). CocTaB 1 COOTHOIIEHHE KUPHBIX KHCIOT
B COCTaBE KJIETOUYHOH CTEHKH OaKTEpHH SIBISIOTCS BayKHOM
XapaKTepUCTUKON TP WACHTU(UKALUE MUKPOOPTaHH3MOB.

O6cyxpeHue

[To mocnenosarensHOCcTH 16S prbocomansHoit PHK ObL10
MOCTPOCHO (PUIOTEHETHUECKOE JIEPEBO, KOTOPOE OTPa)kKaeT
KJIACTEPHU3AIIMIO IITAMMOB OaKTepuil MO BHUJIOBOW MpUHA[-
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a 045 Bacillus simplex
47(5)w Bacillus simplex
100 41(2)w Bacillus simplex
04 Bacillus simplex

KL20 Bacillus simplex
51(6)il Bacillus spp. (halmapalus)
90 45(5)il Bacillus megaterium
45(13)il Bacillus aryabhattai (megaterium)
100 | |45(6)w Bacillus flexus
% 4U Bacillus flexus
42(1)il Bacillus flexus
— 51(8)w Bacillus niacin
70 |Seya Anoxybacillus gonensis

G25 Anoxybacillus spp. (flavithermus)

99 | Uro2(1) Anoxybacillus pushchinoensis
Gus2(2) Anoxybacillus pushchinoensis
80 |- G-3-4(1) Anoxybacillus flavithermus
Gu-5-3(1) Anoxybacillus flavithermus

K24dt Bacillus mycoides
46(10)il Bacillus toyonensis
100 | 41(7)il Bacillus thuringiensis
043 Bacillus thuringiensis
71

il 41(4)il Bacillus cereus

KUskv1dresva3 Bacillus cereus group (cereus)
44(5)il Bacillus cereus group (thuringiensis)
K9dt Bacillus thuringiensis

44(7)il Bacillus cereus

UDO1 Bacillus thuringiensis

13U Bacillus clausii

100 I:Gu52(3) Geobacillus icigianus

G1m1 Geobacillus icigianus

71 | G48 Geobacillus stearothermophilus
86 | G7 Geobacillus stearothermophilus
G47 Geobacillus stearothermophilus
G17 Geobacillus stearothermophilus
99 |,G53 Geobacillus stearothermophilus
G28 Geobacillus stearothermophilus
G27 Geobacillus stearothermophilus
G23 Geobacillus stearothermophilus
G22 Geobacillus stearothermophilus
G2 Geobacillus stearothermophilus

100

45(3)il Bacillus chungangensis
k22dt Bacillus altitudinis
Cd3 Bacillus altitudinis
811KG16(4) Bacillus altitudinis
100 | 1 Cd2 Bacillus altitudinis
Cu3 Bacillus pumilus
KG16(1) Bacillus pumilus
_|47(8)il Bacillus atrophaeus
100 '47(11)il Bacillus atrophaeus
KH11 Bacillus licheniformis

KU-5-4(1)il Bacillus licheniformis

15U Bacillus licheniformis
K14dt Bacillus licheniformis
K5dt Bacillus licheniformis

16U Bacillus licheniformis

2U Bacillus licheniformis

37T(2) Bacillus licheniformis
KUskv2t1(1) Bacillus licheniformis
9U Bacillus licheniformis

—
0.005

An integrated method for taxonomic
identification of microorganisms

List 2 Bacillus subtilis

C 9 Bacillus subtilis

US-5-g1 Bacillus licheniformis
R 12 Bacillus subtilis

Ros 11 Bacillus subitilis

Ros 6 Bacillus subtilis

Ros 13 Bacillus subtilis

Ros 3(5) Bacillus thuringiensis
C 252 Bacillus subtilis
100 /Ros 7(5) Bacillus cereus
KH2 Bacillus subtilis

KH6 Bacillus subtilis

KH3 Bacillus subtilis

44(4)w Bacillus siralis

Ros 9(5) Bacillus rhizosphaerae
Ros 5 Lysinibacillus macroides

Krim 3 Paenibacillus xylanilyticus

Inkerman pochva Agrobacterium tumefaciens
List 1 Stenotrophomonas pavanii
95 Pomidor 2 Achromobacter spanius

Puc. 1. ®nnoreHetnyeckoe aepeBo, NOCTPOEHHOE METOAOM MUHUMaNbHOW 3BOMIOLMMN Ha OCHOBaHMM nocniefoBaTenbHocTen 16S pPHK wrammos, gna

KOTOPbIX MOJTyY€eHbl 6roXMmmnyeckme gaHHble Tectamm LaChema (a) n BioLog (6).

Lindpbl BO3ne BeTBEN — ByTCTPEnHas nogaepKKa.

nexxaoctu (puc. 1). Craructudeckuit aHanmus 21 mramma
o 96 GpopManM30BaHHBIM OMOXMMHUYECKUM MapameTpam,
MOJTyYeHHBIM IpH oMoy TectoB BioLog Omnilog, He BbI-
SIBHJI 9€TKOH KJIacTepu3anui (puc. 2). DTo XOPOIIO BUAHO HA
npumepe mraMmmoB Bacillus subtilis. 13 21 npoanamusupo-

BaHHOTO 00pasna K BUAY B. subtilis orHOCsTCA 10 TITAMMOB.
[ectr u3 HUx (Ne 10, 13, 14, 19, 20, 21) BXOAAT B OTHOCH-
TEJIBHO PHIXJIBIHA KiTacTep, KOTOPBIH 00pa3yIoT NPpeCTaBUTEIH
rpynnsl B. subtilis u rpynier B. cereus. B 3T0T ke Kiactep
nonanaer Lysinibacillus macrolides (uramm Ne 6). Ipyrue
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Puc. 2. Pe3ynbTtaTthl CTaTUCTMYECKOTO aHanM3a AaHHbIX O TakCOHOMMYe-
CKOM COCTaBe MMKPOOPraHW3MOB U UX 0COBEHHOCTAX MeTabonm3ma rno
nepBo Nape rnaBHbIX KOMMOHEHT.

AHanu3 no 96 napameTtpam.

mrramMmel B. subtilis (Ne 2, 7, 11, 17) He KJIacTepU3yIOTCS CO
CBOHMM BHJIOM (CM. puc. 2).

B cucremaruke TIPOKApHUOT IJIA ONMPEACICHUA BHUAa UC-
MOJB3YIOT TaKHE MapaMeTphl, KaK IOCIIeI0BATENbHOCTh PH-
6ocomanproit PHK, cTpoeHme kieTo9HOM MeMOpaHBI U He-
KOTOpbIE 0COOEHHOCTH META00JIM3Ma, HAaITpuMep METaHOTeHE3
WM OaKTepUOPOIOTICHH3aBUCUMBIH (oTocuHTe3 (DasSarma
etal., 2019). [TonyueHHbBIC JAHHBIC CBUICTECILCTBYIOT O TOM,
YTO UCCIIEIOBAaHHBIE 0COOEHHOCTH MeTab0IM3Ma He SBIISIOTCS
BUIO0TPEIEISIOINMHI, HO MOTYT UI'PaTh IFIABHYIO POJIb TIPH
OTIpEAEICHUH IEHHOCTH TOTO WJIM MHOTO IITaMMa JUIsl [eseit
OMOTEXHOJIOTHH, TaK KaK YYUTHIBAIOT BO3MOKHOCTH Pasio-
JKEHUsI Pa3HBIX CyOCTPaToB.

Pesynprars! knactepuzaruu 61 mramma o 29 mapamerpam
MeTaboNn3Ma, MOJY4YeHHBIM B Pe3ylbTaTe aHalin3a TeCTOB
Microlatest LaChema, mpuBenenst Ha prc. 3. Beutn BEIOpaHBI
TaKue IapaMeTphl, KaK criocOOHOCTh OAKTEpHi yTHIIU3UPO-
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BaTh HEKOTOpBIE caxapa (Hanmpumep, MaHHHUTOJ, TPErajiosy,
JIAKTO3Y, 1e/UT00103Y, caxapo3y, padhuHO3y, TIIFOKO3Y), Ha-
JIMYHUe ypeasHOH aKTHBHOCTH, POYKIINH CEPOBOIOPOA 1 JIP.
B ananmu3 Bomwmn mrramMmel 3 BUIOB Anoxybacillus, 17 BugoB
Bacillus n 2 BunoB Geobacillus. OcHOBHas Macca U3y4CHHBIX
IITaMMOB 00pa3yeT JOCTaTOYHO TUIOTHBIM KiacTep, He3a-
BHCHMO OT BHJIa MUKPOOPTaHMW3Ma, YTO TOBOPHUT O CXOJICTBE
MCTIOJIB3YEMBIX 7151 pocTa cyocTparoB. CrioCOOHOCTH K pOCTY
NP HAJIMYHMHU PA3IMYHBIX CaXapOB U OPTaHUYECKHUX KUCIIOT,
KOTOPBIMH B OCHOBHOM IIPE/ICTABIICHBI CyOCTpAaThl, XapaKTep-
Ha JUIS MPEACTaBUTENEH Pa3HBIX TAKCOHOMHUYECKHX TPYIHII
apcTBa OaKTepUi BHE 3aBUCHMOCTH OT UX ITPOHCXOXK/ICHUSI.
Bropoii kiactep (MeHbIIEro pazmepa) 00pa3oBaH HEKOTOPHI-
MU [ITaMMaMH OaKTepuii, OTHOCAIIMXCA K BUAaM B. simplex,
Anoxybacillus spp. (flavithermus), G. stearothermophilus,
B. mycoides, A. pushchinoensis u B. licheniformis. K stim
BU/IaM OTHOCHJIOCH HECKOJIBKO aHAIN3UPYEMBIX HITaMMOB,
OJTHAKO 10 MeTAa0OINYECKIM PH3HAKAM OCTaIbHBIE INTAMMBI
MepeYHCIIEHHBIX BUJIOB MTOM/1a10T B 00Ib1I0H Kitactep. O0b-
€/IMHEeHUE ITaMMOB B MaJIOM KJIacTepe MO METa00IMIeCKUM
NpH3HAKaM CBHIETEIBCTBYET O CXOJICTBE OTPEOIseMBIX Cy0-
CTPaTOB WIIM, BO3MOXKHO, O MOTEPE CIIOCOOHOCTH YTHIIN3H-
poBaTh 4acTh MCCIEAOBaHHBIX cyOcTparoB. Kiactepusamus
B JIAHHOM CJIydae OTpakaeT He OOLIHOCTH DBOJIIOIMOHHOTO
MIPOUCXOKICHHUS, & CYyOCTPaTHYIO CIICHU(PUIHOCTD, CHOPMHU-
POBABIILYIOCS B pe3yJIbTaTe KOHBEPIEHTHBIX IPOLIECCOB, BO3-
MOXXHO, TIPH aJanTayn K cyocTparam. [lonaBmme B MasbIit
KJIacTep IITaMMBI Pa3INYaIiCh TAKXKE [10 MECTAM BbLICTICHHUSL.

[To mMopdonornyeckuM NprU3HAKaM TOXE HAOIIONAeTCs
(hopmupoBanue kiactepoB. Hanpumep, B HeOOIIBIIOHN KitacTep
00BbeIMHEeHbI ITAMMbI MUKPOOPTaHU3MOB, 00pa3yIoIIUX J0-
CTaTOYHO KPYMHbIE KOJOHUH (pHC. 4).

OdeBHIHO, UTO MIPH JanbHEHIIEH 1opaboTke U pacmmpe-
HHH CIIEKTPa TAKCOHOB M X META0OINYECKUX KapT BO3MOXKHO
CO3/1aTh OCHOBY «HCKYCCTBEHHOI» KITacCH(UKALINH, KOTOpast
MOXKET OBITh HCIIOJIb30BaHa B KaUECTBE KITF0Ya ISl yIPOIIEH-
HOW U Oosiee OBICTPOI MICHTU(DHUKALUK M pacIiO3HABAHUS
MHUKPOOPIaHH3MOB.

3.001
045 48
t o4
225 047 66072
35
5le °60 150 F
38250 o6 37
28023 43
~ 27052 56 ®17 0.75 | 20
e 61,2957 D) 032
g - e40 02 *58 ‘ 022 ‘ ‘ 43
2 3 46°31 24 -1 1 2 3 4 5
§ 380,56 1 36 s1e
.19.59' 244 @75} 12014
34 55 1 2] 31
69,33 73 ®9
Pe30® 1501 o5 8
54,10,53 64
*67 st
-300t
Component 1

Puc. 3. Pe3yanaTb| CTaTUCTNYECKOro aHanusa faHHbIX O TAaKCOHOMUYECKOM COCTaBe MUKPOOPraHM3MOB U KX 0Co6eHHOCTAX

meTabonvsma no nepBoﬁ nape rnaBHbIX KOMMOHEHT.

AHanu3 no 29 napamerpam.
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Puc. 4. Pe3yanaTb| CTaTUCTUYECKOro aHanmsa AaHHbIX O MOp(I)OJ'IOFI/ILIECKI/IX npu3sHaKax no I'IepBOIZ nape rnaBHbIX KOMMNOHEHT.

3aknioyeHune

OnwcaHbl KJIIOUEBbIE MOJIEKYSIPHO-TeHETHYEeCKHe U (peHo-
TUIMYECKUE MPU3HAKH JUIs 93 MITaMMOB MUKPOOPTaHU3MOB
xomtexkuuu UIul" CO PAH. IlltaMMbl 0XapakTepu30BaHbI
M0 MOP(OIOTHYECKUM, (PU3NOTOTHIECKIM, MOJICKYISPHO-
TEHETHYECKUM M MacC-CIIEKTPOMETPUYECKUM MapaMeTpaM.
BrIsiBiIeHBI 0COOEHHOCTH POCTA IITAMMOB Ha Pa3HBIX Cpesiax,
n3ydeHa Mopdororus kineTok. LlTaMmbl TpoTecTHPOBaHbI HA
CIIOCOOHOCTB MCIIOJIB30BaTh pa3iMyHbIe cyocTparsl. Mccneno-
BaHHBIC IITaAMMBbI 3HAYUTCIILHO PA3JINYaIUCh [I0 CBOUM 61/10-
XUMHYECKUM CBOMCTBAM. OnpeueneHa (I)I/ISI/IOJ'IOFI/IH HITaMMOB
KOJUIEKIINH: OTHOIIIEHHE K KHCJIOPOIY, THIT TINTAHUs, TUANa30H
temneparyp u pH, orHomenune x NaCl u gp.

[TpumMeHeHre KOMIUIEKCHOTO MTOAX0a K MACHTH()HUKALINN
MHUKPOOPTaHU3MOB HEOOXOANMO NPH PEIICHUH 3a1ad MpH-
LEJIBHOT0 MOMCKAa OMOTEXHOJOTHUYECKH MEePCHEKTHBHBIX
mTaMMoOB. B HacTosiiieit paboTe mpoBenecHO 00beIUHCHHE
OPTaHU3MOB B OTJEIBbHBIC TPYIIIBI/KJIACTEPhl HA OCHOBAHUHU
CXOZICTBA MX (PCHOTHINYECKUX XaPAKTEPHCTHK, YTO MOXKET
IpU JajbHeHned 1opaboTke W paclIMpeHUH CIEKTpa Tak-
COHOB M HX METa0OIMYECKHX KapT MOCIYXHTh 0a30i JIs
CO3/IaHMs KUCKYCCTBEHHOM» KJIACCU(PUKALINK, KOTOPAsi MOXKET
OBITh MCTIONB30BaHA B Ka4ECTBE KITIOYA IS YIPOIIEHHON U
Gomee ObICTPOI HACHTU(UKAIIMH U PACTIO3HABAHUS MHUKPO-
oprann3MoB B pamkax kak Komreknuu Uul" CO PAH, Tax
1 IPYTHX KOJUICKIUH.
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I'eHOMUIKA U IIPOTEOMUKA
BO30yauTens onmucropxos3a Opisthorchis felineus

B.A. MopABI/IHOB@, H.W. Epwios, O.I. 3anapuna, M.IO. HaxapyKOBa@

DepepanbHblii NCCNEROBATENbCKUI LeHTP MHCTUTYT yutonorum n reHeTrkn Cbrpckoro otaeneHnsa POCCUMINCKON akafieMunm Hayk,
HoBocnbupck, Poccusn
&) e-mail: mordvin@bionet.nsc.ru; pmaria@yandex.ru

AHHOTauus. Bo3bygutenb onmcTopxo3a, NeYeHOYHbIN cocanblymk Opisthorchis felineus (Rivolta, 1884) — oguH
13 Hanbonee PacnpoCcTPaHeHHbIX BUAOB refibMUHTOB YEIOBEKA U >KUBOTHbIX Ha TeppuTopun Poccun. Bmecte
¢ 6/IM3KOPOACTBEHHBIMM BMAAMK NMeyeHouHbIx Tpematog O. viverrini (Poirier, 1886) n Clonorchis sinensis (Loos,
1907), apeanbl KOTOpbIX pacnonoxeHbl B Oro-BoctouHoit Asumn 1 Ha [lanbHem BocToke, O. felineus coctaBnsaeT
Tpuagy 3NMAEMUONIOTMYECKN 3HaUMMBbIX TpemaTo cemelictea Opisthorchiidae. Monoso3penbie 0cobu (MapuTbl)
O. felineus napa3nTVpyIOT B renatobUIMapHON CUCTEME TEMTOKPOBHBIX U MPU AAUTENbHOW MHBa3MKM NPOBOLN-
PYIOT pa3BUTUE TAXKENbIX OCNTOKHEHWIA, BKOUAA ManMrHU3aLuio SNUTENNSA XXeNYHbIX MPOTOKOB. Bbicokas megu-
UMHCKas 3HauumocTb O. felineus npuBnekaeT BHYMaHVe UccnefoBaTeneil, paboTaowyx B pasfiMuHbIx 06nacTax
6uonorun n meguLuHbl. Tak, B NociefHee BpemMs akTUBHO NPOBOAATCA UCCNIE[0BaHNA MONEKYNAPHO 6ruonorum
3TOro NpeAcTaBUTENs NMapPasUTUYECKKX MIIOCKMX YepBeil. B HacTosLeM 0630pe KpaTKO CyMMUPOBAHbI pe3ysib-
TaTbl UCCNefoBaHWI reHoMUKKU 1 npoTeomukm O. felineus, sBnaLWMecs, Ha Hal B3rNsA4, CyLWeCTBEHHbIM BKa-
[IOM B peLLEeHNe BOMPOCOB CTPYKTYPHO-OYHKLNOHANIbHOW OpraHn3aLMm reHOMOB MHOTOKNIETOYHbIX Mapa3nToB
CO CNNOXHbIM XKU3HEHHbIM LIUKITOM U N3yYeHNEe MONEKYNAPHbIX MEXaHN3MOB BSaVIMO,EleVICTBVIﬂ napasnT—xo3AnH.
MpriBefeHbl CpaBHUTESbHbBIE JaHHbIE MO KONMYECTBY FEHOB 1 pa3Mepam AAEPHbIX FTEHOMOB pPsfa MIOCKKX Yep-
Bell, pacnpefeneHmnio ANNMH UHTPOHOB, a TakXKe aHanu3y crHTeHUn reHomoB onuctopxug O. felineus, O. viverrini
n C. sinensis. OThenbHOe BHYMaHVE yaeneHo obcykaeHnto ocoboi dopmbl npoueccrHra PHK, n3sectHol Kak
TPaHC-CNNANCKHT, LWMPOKO NpefcTaBneHHol B reHome O. felineus. B cTaTbe NpMBOAATCA aHaNMU3 NUTePaTypPHbIX
[aHHbIX MO reHam cMcTembl MeTaboniM3Ma KCEHOBUOTMKOB, CPaBHEHNIO NMPeLCTaBIeHHOCTY FTeHOB 3TOIN CucTe-
Mbl MEXIY Pa3/IMYHbIMK BUSaMW NAPa3UTUYECKKX 1 CBOOOLHOXMBYLLMX NIOCKMX YepBel 1 0630p nuTepaTtypsbl
MO HaIMYMIO 1 YPOBHIO SKCMPECCUY FEHOB MPAHYNIMHOB — MOTEHLMANIbHBIX MPOMOTOPOB HEOMIA3UM XONaHIouK-
ToB. [laHHble no reHomMuKe 1 npoteomuke O. felineus nononHAT 6a3y 3HaHWI, 0becneymnBaloLLyio UCClefoBaHNe
npo6sem 3BONIOLUN TPEMATOZ, NMaToreHe3a NeYeHOUHbIX refIbMMHTO30B Y reflbMUHT-aCCoOLMMPOBAHHOMO KaHLe-
poreHesa.

KnioueBble cnioBa: reHoMuKa; Tpematobl; Opisthorchis felineus; TpaHC-CNANCKHT; MUKPOWHTPOHDI; TPOTEOMMKaA;
OMepOoHbI; IKCMPECCHA FEHOB.
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B036yauTens onuctopxo3a Opisthorchis felineus. Basunosckuti xypHasn 2eHemuku u cenexkyuu. 2020;24(4):383-390.
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Genomics and proteomics
of the liver fluke Opisthorchis felineus

V.A. Mordvinov®), N.I. Ershov, O.G. Zaparina, M.Y. Pakharukova @

Institute of Cytology and Genetics of Siberian Branch of the Russian Academy of Sciences, Novosibirsk, Russia
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Abstract. The causative agent of opisthorchiasis, the liver fluke Opisthorchis felineus (Rivolta, 1884) is one of
the helminths of humans and animals in Russia. Together with closely related species of trematodes O. viver-
rini (Poirier, 1886) and Clonorchis sinensis (Loos, 1907), O. felineus is a part of a triad of epidemiologically impor-
tant trematodes in the family Opisthorchiidae. Adult O. felineus worms infest the hepatobiliary system of warm-
blooded animals and might provoke the development of severe pathologies, including malignancy of bile duct
epithelium. The high medical importance of O. felineus attracts the attention of researchers. This review briefly
summarizes the data about O. felineus genomics and proteomics. The review provides a comparative analysis of
the number of genes and sizes of nuclear genomes of a number of flatworms, the distribution of intron lengths,
as well as results of synteny between the O. felineus, O. viverrini and C. sinensis genomes. Special attention is paid
to a particular form of RNA processing known as trans-splicing, widely presented in the opisthorchiid genomes.
We also provide the results of a comparative analysis of the xenobiotic metabolizing system between parasitic
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and free-living flatworms. Moreover, data on parasitic granulins, which are potential promoters of cholangiocyte
neoplasia, are also presented. Data on the O. felineus genomics and proteomics provide first insights into the
structural and functional organization of the genome of this parasitic flatworm with a complex life cycle as well
as provide a significant contribution to our understanding of “host-parasite” interaction and evolution of this

group of parasitic flatworms.
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BBepeHune

B 1884 r. ntaneauckuii yuensiit C. PuBosra onucan HOBBIN
BUJ TeJIbMUHTOB Distomum felineum (cun. Opisthorchis feli-
neus, D. sibiricum — IByyCTKa KOIIIa9bs1, TBYYCTKa CHOHPCKast),
Mapa3suTUPYIOMIUX B XKEIYHBIX NMPOTOKAX MEYCHH KOIIKH.
B 1891 . mpodeccop Tomcxoro ynusepcutera K.H. Bunorpa-
JI0B OOHAPY>KMJI 3TOT BU TEUCHOUHBIX TPEMATO]] y UeJIOBEKa
(Pozio et al., 2013).

ITeuenounsiii cocanpuuk O. felineus 06IaxaeT CIOKHO
OpraHU30BAHHBIM XKM3HEHHBIM LIUKJIOM C YepeJOBaHUEM
JIBYX ITPOMEXKYTOYHBIX M OKOHYATEIBHOTO X03seB. OOmmit
MepeYeHb OKOHYATENILHBIX X035I€B 3TOTO IIapa3uTa BKIHOYAET
33 Buza ¥ O/IBU/Ia MIIEKOITUTAIOIINX, B IEPBYIO OUEpEIb U3
OTpsiJia XUIIHBIX: JOMAIIHIS KOIIKA, COOaKH, BOJIKH, JIUCHI,
MeJBeH, 0apcyku. YenoBek 4pe3BbIUaifHO JIETKO BOCIPUHM-
yuB k nHBazuu O. felineus (beap, 2005).

WndunrpoBaHne )XMBOTHBIX U YeJIOBEKA MPOUCXOAUT B
pe3ynbTare ynoTpebaeHHs B ULy CHIPOH pBIObI, HHBA3UPO-
BaHHOH Metanepkapmsimu O. felineus. Tlocne momananus B
MHUIIEBAPHUTEIBHBIN TPAKT OKOHYATEIEHOTO X035IMHA 000JI0UKa
LUCThI METalepKapuii pa3pylIaeTcsi ¥ dKCIUCTUPOBAHHbIC
ONHUCTOPXHU MPOHMUKAIOT B XKEIYHBIE MPOTOKU nedeHu. [1o
JIOCTH)KEHUH TIOJIOBOH 3PENIOCTH MapasHuThl MPOU3BOIAT B
OOJIBIIIOM KOJIMYECTBE SIiIIa, COAEPIKAIIe MUPALMIUH — HH-
BasuBHYIO Gopmy O. felineus Ui IEPBOTO IPOMEKYTOTHOTO
XO0351MHa, MOJUTIOCKOB ceM. Bithyniidae. C skckpemeHTaMu
MJICKOTIMTAIOIIUX SIH1Ia ITOTIA/IAI0T B BOIOEM, T7I€ TTOIVIOIIAI0T-
Cs1 3TUMH MOJUTIOCKaMH. B TKaHsX IIEpBOTO MPOMEKYTOUHOTO
xo3stHa Tpemarosl O. felineus TOCIEI0BATEIBHO TIPOXOIST
9TaIbl Pa3BUTHUS C OECIIOIBIM PA3MHOKEHUEM — CITOPOLIUCTHI,
peauu 1 epkapuu. [TocneHre NOKMIAI0T YAUTKY U HHPUIH-
PYIOT BTOPOTO ITPOMEKYTOYHOTO X03MHA — PBIO ceMeiicTBa
KaproBbIX. B ppiOe Lepkapuy HHKAINCYIUPYIOTCS U MpeBpa-
IIAIOTCS B METallePKapUH — EANHCTBEHHYIO NH(EKIIMOHHYTO
JUISl TUIOTOSITHBIX cTaanto passutus O. felineus.

VY uenosexa nusasus O. felineus, ONUCTOPX03, OTIIUNYACTCS
JUINTENIBHOCTBIO, MTPOTEKAET C YaCTBIMH OOOCTPEHUSIMHU U
MOXKET CHOCOOCTBOBAaTh BOSHMKHOBEHHIO TIEPBHUYHOTO paka
nedyeHd. ONMCTOPX03 OTHOCHUTCS K IIPUPOIHO-0YAroBbIM 3a-
OoJsieBaHUAM 1, KaK MPABUIIO, PACHPOCTPAHEH B PABHUHHBIX
o0acTsix, pacrojOKeHHBIX B pyciiax pek. Hanbornee nokasa-
TeJbHA B 9TOM cMbIcie 3amnaHo-Cubupckast HI3MEHHOCTD —
OJIHA M3 CaMBbIX OOJIBIINX HU3MEHHBIX PABHIH 36MHOTO II1apa.
Wmenno 3xeck, B O0b-MpThIckoM Oacceiine, pacrionoxeH
caMblii OOJTBIIION B MUPE OYar OMUCTOPX03a, 00yCIOBIEHHOTO
nnBaszueit O. felineus (Pakharukova, Mordvinov, 2016).

IMomumo 3ananuoit Cubupu, apean O. felineus pacmpo-
cTpaHseTcs Takke Ha Bocrounyro, 3amagnyio u FOxHYyIO

384

EBporry. DTOT BU/I TeTbMUHTOB OOHAPYKEH HA TEPPUTOPUH
HenTpansnoit Poccun, benopyccun u Ykpaussl, B CTpaHax
Bantun, I'epmannu (Schuster et al., 1999), Utanuu (Pozio et
al., 2013), na bankanckoMm u Ilupeneickom momyocTpoBax
(Petney et al., 2013). ITo npeaBapuTeIbHBIM OIICHKAM, B
Mupe He MeHee 1.6 mutH genoBek nHpummposansl O. felineus
(Keiser, Utzinger, 2009). B Poccuiickoit @exepanun exe-
roaHo BesBIsieTcs 10 40 ThIC. cmydyaeB onucTopxo3a (Poc-
motpedHam30p. .., 2015). OgHaxo 3TH MG PEI, CKOpPEe BCETO,
HE OTPaKaloT peajbHOTO ypoBHs 3a0oieBaemMocTy. [lepBole
STaIbl Pa3BUTHUS OIIMCTOPX03a U IIEPEX0/1 3a00JIeBaHUs B XPO-
HHYECKYIO CTA/IIO YaCTO MIPOXOASAT HE3aMETHO, a TOCTETIEHHO
TIOSIBIISTIOIIIMECS] CHMITTOMBI HE 00J1a/1al0T CIIeU(UIHOCTBIO.
BcrnencTBre 3TOro HCTUHHOE YKCIIO OOJIBHBIX OMHCTOPX030M
MO>KET 3HaUUTEIBHO ITPEBBIIATh JaHHbIE O(UIINAIBHOM CTa-
THUCTHUKH.

CyuiecTByoliasl Tepanus OMMCTOpX03a He rapaHTHUpyeT
MIOJTHOTO OCBOOOXKJICHUS OT NMApa3UTOB M HE TPETSATCTBYET
MOBTOPHOI MHBa3znn. KpoMe TOr0, XMMHOTEpamusi 3TOTO
3a0oseBanHust 00s1aaeT NOOOYHBIMU IPPEKTAMU U MOXKET
UMETh HETaTHBHBIE MOCIEACTBUS JUIA MAlUeHTOB. B cBs3n
C ATUM BEChbMa aKTyaJeH BOIIPOC O BO3MOXXHOCTH CO3JIaHUS
HOBBIX d(PPEKTUBHBIX U 0E30MACHBIX CPEICTB ISl JICUCHUS
onmcTopxo3a. [ myGokoe n3ydeHne MONeKyIIpHONH OMOIOTHH
O. felineus naet K104 K IIOHUMAaHUIO MOJICKYJISIPHBIX MeXa-
HU3MOB BSaHMOﬂeﬁCTBHﬂ napasuT—X0341MH U ONPCACICHUIO
MOTEHINAIIBHBIX (PapMAKOJIOTHUECKHUX MHUIIIEHEH JUTs Teparnu
OINCTOPXO03a.

HacTostiuii 0030p MOCBSIIEH UCCIICAOBAHUSIM TCHOMHKH
u poreomuku O. felineus, pe3ynbTaThl KOTOPHIX CYIIECTBEH-
HO TIOTIOJIHSIIOT HAIllM 3HaHUS B 00JIaCTH (yHJaMEHTAIbHBIX
po0JIeM MOJIEKYIISIPHOW 1Tapa3uTOJIOTHH M TEHETUKH, a TaK-
K€ pa3BUTHE NIPUKIIATHBIX PaOOT, CBA3aHHBIX C JUATHOCTUKOH,
MpOQHUITAKTHKON 1 JISYEHHEM OIHCTOPX03a.

leHomuKa Opisthorchis felineus

ApepHbiit reHom

Pasmep cymectByromeit coopku simeproro reHoma O. felineus
coctanisier 684 mMaH nap ocHoBanuil, 30.3 % renoma npen-
CTaBJICHO TIOBTOPSIOIIMMUCS JJIEMEHTAMH, B OCHOBHOM pe-
Tpotpanmno3onamu. [1o 3TuMm xapakrepucrrikam, reaoMm O. fe-
lineus oueHb ONMU30K K TCHOMAM JIBYX APYTHX SIHISMHOJIO-
TUYECKH 3HAYMMBIX TpeacTaBuTeneii cemeiictea Opisthor-
chiidae, neuenounsix cocanbinukoB O. viverrini u Clonorchis
Sinensis, U CylECTBEHHO OTIMYAETCS OT TEHOMOB MpeICTa-
BuTenel cemeiicTB Schistosomatidae n Fasciolidae, Tpematon
Schistosoma mansoni v Fasciola hepatica (tabmn. 1). B renome
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Ta6nuua 1. XapakTepucTrKm reHoMOB MATU BUAOB TpemaTos

Bun Pa3zmep Yucno MosTOpAOWMeca
reHoma reHoB 3n1emMeHTbl, %

O. felineus 680.0 M6 11455 303

(Ershov et al., 2019)

C. sinensis 516 M6 16000 29.6

(Wang etal., 2011)

O. viverrini 6345M6 16379 30.9

(Young et al,, 2014)

S. mansoni 364.5M6 11809 40
(Berriman et al., 2009)
F. hepatica 1.3T6 11700 54.2

(Cwiklinski et al., 2015)

O. felineus annotupoBano 11455 GenoKk-KOIUPYIOMHNX Te-
HoB (Ershov et al., 2019), a Taxxe 55 reHOB, KOAUPYIOLUIUX
MukpoPHK (Ovchinnikov et al., 2015). CymmapHoe 9mcio
reHoB O. felineus Mo4YTH Ha OHY TPETh MeHbIle, ueM y O. vi-
verrini u C. sinensis, 1 MPaKTHUECKH COBMAJAET C YUCIOM
reHoB S. mansoni u F. hepatica.

[Tpun ananmse cuaTeHNH reHoMoB onucTopxun O. felineus,
O. viverrini u C. sinensis 0OHapyXeHa CyllleCTBEeHHas CTPYK-
TypHas BapHaOeIbHOCTh. YCTaHOBIICHO, YTO 110 PACIIOIOXKe-
HUIO TOMOJIOTHYHBIX JIOKYCOB CTETICHb CXOJCTBA T'€HOMOB
O. felineus u C. sinensis Boiie, ueM y O. viverrini ¢ O. feline-
us u C. sinensis (Ershov et al., 2019). OTi manHBIe X0pOIIO
KOPPEJIHPYIOT C pe3yibTaTaMy KapHOJIOTHYECKOTO aHaIU-
3a: O. felineus u C. sinensis odnanart cembto, O. viverrini —
IIecThI0 mapamu xpoMocoM (Zadesenets et al., 2012).

Pe3ynbrarsl aHanan3a CHHTEHHH T€HOMOB ITOJATBEpPIKAa-
KOTCA TAaKXKE JaHHBIMU (I)I/IJ'IOFCHGTI/I‘IGCKI/IX I/ICCJ'ICI[OBaHI/Iﬁ
C UCIIOJIB30BAaHHEM OT/IENIbHBIX I'€HETHYSCKUX MapKepoB
Y TIOJIHOTEHOMHBIX JaHHBIX TPEX BHJOB ONMUCTOPXHA. DTH
HCCIIeIOBAaHUS YKA3bIBAIOT HA MPUHAIeKHOCT C. sinensis
K pony Opisthorchis 1 He IOAIEPKUBAIOT BBIICICHUE 3TOTO
BUa B oTHeNbHEIA pox Clonorchis (Shekhovtsov et al., 2009;
Cai et al., 2012; Pomaznoy et al., 2016; Ershov et al., 2019).
Taxum 06pa30M, COTIIACHO BBIBOJIAM MOJIEKYIISIPHO-OHOIOTH-
YEeCKHX MCCIIEeI0BaHN, TakcoHOMIUecKkoe nosnoxenue C. si-
nensis NOJKHO OBITh IEPECMOTPEHO.

[Ipu nccnenoBanny reHoma u Tpanckpunrtoma O. felineus
ObUTO0 OOHAPYKEHO, YTO PETYISIIHSA dKcpeccnu modtu 50 %
T€HOB OCYILECTBIISICTCS C y4acTueM TpaHc-ciutaiicunra (Er-
shov et al., 2019). Drta ocobas dopma mpoueccunara PHK
JIOBOJIFHO YacTO BCTpedaeTcs y IUIOCKUX YepBei, OIHAKO
CTOJIb IMPOKOE BOBJICUCHHE TPAHC-CILUIACUHTA y TPEMaTOl —
saBieHue HeoOsrgHOE. Hampumep, y Schistosoma mansoni
TpaHC-CINIACHHT y4acTBYeT B PETYJSIMH TPAHCKPHUIIIINU
tonbko 11 % renos (Protasio et al., 2012).

TpaHc-CIUIaliCHHI, PEryJUpYIOLUNA KCIIPECCUI0 TEHOB
O. felineus, OTHOCUTCS K JINJIep-3aBUCUMOMY THITy. B pe-
3yJIBTaTe 3TOrO Mpoliecca 5'-y4acToK HOBOCUHTE3UPOBAHHON
npe-MPHK 3ameHsieTcss Ha KOPOTKYHO MOCIIEA0BATENIBHOCTh
CIUTalic-Iuaepa, KOAUPYEMOTo OT/ICIEHBIM I'eHOM. Y TIOCKHX
YyepBell 9Ta BCTpauBaeMasi 1OCIIeI0BaTeIbHOCTh OKaHYHBa-
etcs koHcepBaTHBHBIM TpurietoM AUG. Broiae BeposTHo,
YTO ITOT TPHUILIET MOKET BBICTYIATh B POJIM CTapT-KOJOHA
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npu TpaHcanun 3penoit MPHK, nonseprieiics Tpanc-cruaii-
cuary. C Apyroi CTOpOHBI, MPUYMHON HKCIAHCHUHU TPAHC-
crtaiicunra 'y O. felineus MOXeT ObITh €TO POJIb B YAaJICHUH
JUIMHHBIX S5'-Hekoaupyroumx obnacteit u3 npe-MPHK, urto
HeoOxomuMo A 3(h(hEeKTUBHON TPAHCIIAINH 3PEITBIX TPAHC-
KPHIITOB.

Emie onHa runoresa 3axkir04aercs B TOM, YTO TPAHC-CIUIAN-
CHHT HEOOXOAUM JISi PETYNALNU HKCIIPECCUH OTACIBHBIX
TeHOB B onepoHax. B renome O. felineus naiineno 355 mo-
TEHIUAIBHBIX ONEPOHOB, OOBEIMHSIOIINX 736 T'eHOB, pa3-
JISIIEHHBIX caiiTaMu TpaHc-ciutaiicuara (Ershov et al., 2019).
[IpenckasanHble ONMEPOHBI COAEPXKAT OT ABYX 0 YETBIPEX
I'€HOB, JICMOHCTPHUPYIOIIHUX Pa3IMYHbIC yPOBHU KCIPECCHU.
He ncxmroueno, 9To CTaOMIBHOCTh YPOBHEH IKCIPECCHH
TEHOB OIEPOHOB JOCTUTAETCS TEM, YTO MPOLECCHHT Ipe-
MPHK, cuHTE31pOBaHHBIX MO KOHTPOJIEM OJTHOTO U TOTO K€
MIPOMOTOPA, PETYIUPYETCS IIPU ITOMOIIN TPaHC-CIUIaficuHra.

BonbmmucTBO TeHOB O. felineus, SKCTIPeccHst KOTOPHIX
KOHTPOJIUPYETCSI 3TUM MEXaHW3MOM, KOAMPYeT Oenku 6a3o-
BBIX KJIeTouHBIX TiporieccoB (Ershov et al., 2019). ITomoOHb1e
JTaHHBIC OBUTH IOJy4YeHBI NpU aHanmu3e reHoma Caenorhab-
ditis elegans — Hanbollee KOHCEPBAaTHBHBIE CAWTBI TPaHC-
CruTalicuHra ObUIH HalIEHBI B pHOOCOMANIBHBIX T€HAaX 3TOTO
Buaa Hematox (Sleumer et al., 2010). [Tpu aHaM3€ TeHOMHBIX
nmaaubiX O. viverrini u C. sinensis Takke OOHapyKeHa BHICOKast
KOHCEpPBAaTUBHOCTb MUIIEHEN TPaHC-CIUIACUHIA, BOBJICUYEH-
HOTO B TIOCTTPAHCKPHUIIIIMOHHYIO PETYISIIHUIO 10 OOJbIIeH
YaCTH T€HOB «JIOMAIIHETO X03s1iicTBay. OYeBHIHO, ITOT MeXa-
HH3M UTPACT BaKHYIO POJIb B KU3HEAEATEIBHOCTH ITIOCKUX
KPYIJIBIX YEPBEH, XOTs B HACTOSIIIIEE BpeMsl (PyHKIIMOHAIIBHOE
3HAYECHUE TPaHC-CIUIaliCHHIa OKOHYATEIbHO HE YCTAaHOBJICHO.

B pesynsrare ananmsa uinH HHTPOHOB B reHoMe O. felineus
obnapysxeno (Ershov et al., 2019), uto pacnpenenenue umH
ATUX AJIEMEHTOB XapaKTEePU3yeTCsi HATMYUEM OOJIBIIOTO KA
Ha 3000 11. H. ¥ IBYX AOTIOTHUTEIFHBIX TUKOB C MAKCUMYMaMHU
37 1 90 1. H. YIbTpaKOpOTKHE MHTPOHBI UM MUKPOHHTPOHBI
JUTMHOM MeHee 75 1. H. COCTaBIIsIIoT nopsaka 34 % ot Bcex aH-
HOTHPOBAHHBIX HHTPOHOB U BXOZAT B CTPYKTYPy 4997 (44 %)
reHOB. MUKPOMHTPOHBI TAK)KE ITMPOKO MPEACTABIICHBI B TEHAX
O. viverrini u C. sinensis. Hannuue AByX IMHKOB KOPOTKHX
MHTPOHOB paHee ObIJIO OMMCAHO Y JICHTOYHBIX Y€PBEH, TpUueM
MIPEIONAraaoch, 4To OMMOAAIBHOE pactpeaeIeHue MUKPO-
UHTPOHOB SIBJIIETCSI OTIIMYUTEIbHOW YE€PTOM 3TOU IPYIIIbI
rensMuHTOB (Tsai et al., 2013). Ograko Takoe cBoeoOpasme
MIPOCIICKUBACTCS, XOTh U MEHEE BBIPAKCHHO, U y TPEMaTo]
cemeiictBa Opisthorchiidae.

Pacnpenenenne MukponHTpoHOB B TeHOMe O. felineus mmve-
et Hekotopsle ocodenHoctH (Ershov et al., 2019). Bo-niepBbix,
NPY HaJIMYUU HECKOJIBKUX MUKPOMHTPOHOB B I'€HE OHHU, KaKk
paBUiIo, HGOPMUPYIOT KiIacTepbl. BO-BTOPBIX, MUKPOUHTPO-
HBI Yallle PAcCIIONIOKEHBI B HadaJle SK30HHOW MOPLHUH T'eHa,
T. €. TIroTeloT K crapty Tpanckpunuuu (Ershov et al., 2019).
OTH (QaKTHI yKa3bIBAIOT HA 000COOICHHYIO (DYHKIIMOHAIBHYIO
3HaYMMOCTb JAHHOTO KJIacCa MHTPOHOB B MEXaHM3MaX TPaHC-
KPHITIMHK U mpolrieccuHra. Tak, Kiacrepusanus MOXeT ObITh
CBSI3aHA C PACIO3HABAHUEM HHTPOH-IK30HHOH CTPYKTYpPbI
crutaiicocomoii (intron-definition mechanism), a HeOoIBIION
pa3Mep MHTPOHOB CHOCOOCTBYET MOBBIILICHUIO TPAHCKPHII-
rmonHo 3¢ ¢dexruBHoctr (Urrutia, Hurst, 2003; Belshaw,
Bensasson, 2006).
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MuTOoXOHApUanbHbIN FTEHOM

Pasmep muroxonapuanbHoro reHoma O. felineus coctabiseT
13875 1. H., 0H comepkuT 36 TeHOB: 12 GeMTOK-KOIMPYFOIITIX
TEeHOB, 1Ba reHa pudocomanbubix PHK 1 22 rena tpancropt-
ueix PHK. Murtoxonapuanshsie reusl O. felineus, C. sinensis,
F hepatica n Paragonimus westermani AICHTUYHBI, HO OTIIH-
qaroTcs OT reHoB mucrocomatun (Shekhovtsov et al., 2010).

npOTEOMVIKa 1 cuctema metabonnsma
KceHo6uoTukos O. felineus

JKu3HEeHHBIN UK TPEeMarToJ] COMPOBOXKAAETCS CMEHOH pe-
MepTyapa reHoB, HKCIPECCUPYIONINXCS Ha ONpPEIeTICHHON
CTaJMM Pa3BUTHsI Tapa3nToB. HexaBHO ObLIH OITyOIMKOBAHbI
PE3yJbTaThl CPABHUTEIILHOIO HCCIIEI0BAHMS TPAHCKPUIITOMOB
MeTarepKapuu u B3pocioit ocodou O. felineus (Pomaznoy et
al., 2016; Ershov et al., 2019). [TokazaHo, 4T0 TpaHCKPHUIITOM-
Hble MPOGMIN NBYX CTaAMH Pa3BUTHUS KOLIAYbEH JIBYYCTKH
CYIIECTBEHHO pa3iuyaroTcs: dkcupeccus 903 u 648 reros
3aperuCTPUPOBaHA TOJILKO B MapUTE WM MeTallepKaphH CO-
orBerctBeHHO (Pomaznoy et al., 2016). Y B3pocibix uepseit
HanboJIee BBICOKYTO SKCIPECCHIO IEMOHCTPUPYIOT T'€HBI, KO-
JIPYIOIHE POTEa3bl, MUOIIIOONH, OEJIOK 000JIOUKH SIHLL, TITy-
TaTruoH S-TpaHcdepaspl, a TAKXKE OCIIKK, MOAYIHPYOIIUE ITPO-
[IECCUHT aHTUTCHA KJIETKaMH UMMYHHON CHCTEMBI XO35IMHA.
B Meranepkapun xe HauOoblIeH 3Kkcnpeccueil obnanaoT
T'€HBI, KOAUPYIOIIHe OSKN JOMAIITHET0 X034HCTBa, HallpUMep
prbocoMaTbHBIC OETIKH, YOUKBUTHH M OSIIKH TETIOBOTO IIIOKA.

[Tpu cpaBHEHNY MEX Ty COOOH TPAHCKPUIITOMOB B3POCIIBIX
ocobeii O. felineus, O. viverrini u C. sinensis ObLIIO yCTaHOB-
JICHO, YTO YPOBHHM HKCIIPECCHH TTOJABIISIFONIETO OOIBIINHCTBA
TEHOB Y TPEX BHOB OIMCTOPXH/] OTIINYAIOTCS] HE3HAYNUTEIIEHO
(Ershov et al., 2019). D10 yka3biBaeT Ha BHICOKOE CXOJICTBO
OpraHu3aIyy ONOJIOTHYECKIX IPOIIECCOB, 00ECIICUNBAOIITIX
JKU3HEAESATEIBHOCTD TEJIbMIUHTOB B OPIaHU3ME OKOHYATEb-
HOro X03sMHa. TeM He MeHee U3 BCero MHO)KECTBA I'€HOB B
TEHOME JKCIIPECCHsI HECKOIBKHX JIECATKOB T€HOB 00iagana
BUJI0BOH CIIEIIM(UIHOCTHI0. BaxkHO, 4TO OOJIBIIMHCTBO TaKUX
T€HOB KOJMPYET OEJIKH IKCKPETOPHO-CEKPETOPHOTO IIPOYKTa
(BCIN) ommcropxua. He uckmodeHo, 4to Bumocnenupmude-
ckast axcnpeccust oenkoB JCIT MoxkeT oTpaxkaTb 0COOCHHOCTH
9BOJIIOIIMM TPEMATO]] B KOHTEKCTE Pa3BUTHUS MEXaHH3MOB
B3aUMOJICHCTBHS apa3UT—XO3SHH.

B cocras OCII O. felineus Bxonar Oenku, obnagaronme
Pa3IMYHBIMH CBOMCTBAMU: OCJIKH 3AILIUTHI OT AKTHBHBIX (hOPM
KHCIIOPOAIA, TPOTEOUTHYECKIE (DEPMEHTHI U (JEPMEHTEI yTiIe-
BOJIHOTO OOMEHa, OEJIKH 3alINTHI TeIbMUHTOB OT IMMYHHOH
CHCTEMbI X03s1uHa, OeJIKu nuTockesera u ap. (JIsBosa u ap.,
2014). Han6omnee npencrasnennsiii kommoreHt DCII O. feli-
neus — rirytatnoH S-tpancgepasa ¢ (I'CT-c). DtoT dpepment
COXpAaHSIET CBOIO aKTUBHOCTb B CPEJIe MHKYOALUH i1 Vitro
MPUCYTCTBYET B TKAHAX MIEYCHN HHPHUIIMPOBAHHBIX JKHBOTHBIX
U MAIMEHTOB, CTPAJAI0MNX onrcTopxo3oM. CornacHo JaH-
HbIM CPaBHUTECJILHOI'O aHajIn3a TPaHCKPUIITOMOB B3POCIIbIX
ocobeii O. felineus, O. viverrini u C. sinensis, IpeICTaBICH-
Hocts MPHK I'CT-0 B tpanckpunrome O. felineus MHOTO-
KpaTHO BBIIIEC, YEM B TPAHCKPHUIITOMAX APYTUX OMMUCTOPXUI.
BrioiHe BeposITHO, 9TO 3TOT (DEPMEHT BBIMOIHSIET BAXKHYIO
(yHKIMIO B CHCTEME B3aMMOJICHCTBUI Mapa3suT—X03IUH U
MOXKET OIIOCPEAOBATh BI/IJIOCHCL[I/I(bI/I‘IeCKI/Ie MPOABJICHUA I1a-
TOTeHEe3a OMICTOPX03a, BhI3BaHHOTO O. felineus. BaxHo OT-

386

Genomics and proteomics
of the liver fluke Opisthorchis felineus

MeTHTh, 4T0 ['CT-0 BXOmUT B cocTaB 00JIbII0M TpymIbl (hep-
MEHTOB, IPHHUMAIOLINX Y4acTHe B MeTab0IM3Me HIOTEHHBIX
CcyOCTpaToB M KCEHOOMOTHKOB (PK30TCHHBIX CyOCTpPaTOB),
BKJIFOYasl JIEKAPCTBEHHBIE TIPETaparkl.

Cucrema metabonusma KceHobunotukos O. felineus

B Hacrosimiee Bpemst OTCYTCTBYFOT BaKIIMHBI MIIM KaKHe-JIN00
JIpyTHE CPENICTBA CIICI(PHIECKON MPOPHUIAKTUKHA OTTHCTOP-
X03a, 8 UMEIOIINECs Tperaparsl Ui XUMHOTEPAITMN 3TOTO
3a0oJieBaHus BBI3bIBAIOT MHOTO Hapekanuii (Prichard et al.,
2012). B ¢Bs131 € 3TUM HCCIISTOBAHIE CHCTEMBI METa0O0THU3Ma
KCEHOOMOTHKOB IEYCHOUHBIX COCAJIBIIMKOB, KOMIIOHEHTEHI
KOTOPOU MPENCTABIAIOT CO00M MEPCICKTUBHBIC (hapMaKoJIO-
ruueckue mumnenu (Bartley et al., 2012; Prichard et al., 2012),
nuMeeT 0coboe 3HaYCHHE.

3a 0YeHb HEMHOTHMH HMCKIIOYEHHUSIMHU DK30T€HHBIE CY6-
CTpaThl, MONAIAIOIINE B )KUBBIE OPTaHU3MBbI, OIBEPrarOTCs
OJIHOMY WJIM HECKOJIBKHMM 3TanmaM OnoTpaHchopMalui,
KOTOpBIC BBITMOJIHSIOT (pepMEHTATHBHBIE CUCTEMBI TpeX (a3
MeTabonmm3ma KceHOOnoTHkoB. DepMeHThl ¢a3el 1, cpenn
KOTOpBIX HamboJiee MmpeAcTaBlIeHbl Oenku cemeiictBa P450
(CYPs), ocyliecTBIsIIOT OKUCIICHHE, BOCCTAHOBIIEHUE WITH
THIPOJINTHYECKHE peaklun. B pesynbrare aHanmsa JOCTyII-
HBIX TCHOMHBIX M TPaHCKPHIITOMHBIX JIaHHBIX Mapa3uTHye-
CKHUX U CBOOOTHOXKUBYIIIMX [UIOCKHUX YSPBEii OBLIO yCTAHOBJIIC-
HO, uT0 coctaB CYPS y 9THX rpyIIIT JKUBOTHBIX KapHHAIBHO
paznuuaercsi. Y CBOOOTHOXKMBYIIMX BUIOB, KaK Uy OOJb-
IIMHCTBA M3YYCHHBIX OPTaHU3MOB, OOHAPYKEHBI ACCITKH
cJ1ab0 TOMOJIOTHYHBIX APYT APYTY AUBEPIHPOBABIIUX (GOpM
CYPs (tabm. 2). OnHako y mapa3suTHYCCKAX BUIOB CEMCICTB
Opisthorchiidae, Schistosomatidae, Taeniidae u Fasciolidae
BBISIBJICH BCETO OAWH T€H, KOmupyomui nurtoxpom P450
(Pakharukova et al., 2012, 2015). IToka3ano, 4TO IPOIYKT
storo rena, O. felineus CYP, yuactByeT B MeTabOIH3ME K-
30TeHHBIX CyOCTPaTOB, BaKSH JJIs BEDKHBAEMOCTH B3POCIIBIX
oco0eil u mpencTaBiseT co0OH MEpPCIEeKTHBHYI0 MHIICHb
Juist antureabMuHTHON Teparnuu (Pakharukova et al., 2015;
Mordvinov et al., 2017b).

ITomumo rena, kogupyromero CYP, B cocraBe reHoMa Ko-
maybedl ABYYCTKU HAWACHBI U JPYTHE I'EHbl, KOLUPYIOLUE
thepmeHTHI Pa3sl 1 MeTabon3Ma KCeHOONOTHKOB, B YaCTHO-
CTH T'€HBI aJTbJI0-KETO PEAYKTA3bI, AJIbICTUACTHPOTeHA3HI U
ankorojibaeruaporenassl (Ershov et al., 2019). OxHako reHs
(hTaBHH-MOHOOKCHTEHA3, TAKXKE OTHOCSIINXCSA K (pepMEHTaM
(assr 1, B reHome O. felineus He Haiinensl. IHTEpecHO, 4TO
MOCJIEIOBATEILHOCTH STUX I'€HOB HE OOHApYKEHBI TAKXKE
B JIOCTYIHBIX T€HOMHBIX 0a3ax JaHHBIX MapasuTHYECKUX
IJIOCKUX YEPBEH.

B peanusanmu ¢assl 2 MeTaboIM3Ma KCCHOOMOTUKOB aK-
THBHO 3aJIeHiCTBOBAHBI [Ty TaTHOH-TIEPOKCUIA3bI M TIIyTaTH-
oH-S-Tpancepassl. B renome O. felineus mnpencraBieHo
JIEBIATh T€HOB TIIyTAaTUOH S-TpaHcdepas, Hanbosee BHICOKO
HKCHPECCHUPYEMBIX CPEIIH BCEX I'€HOB CHCTEMbI MeTaboIM3Ma
KCEHOOMOTHKOB 3TOTO EYEHOYHOTO cocalbIuKa. OCOOEHHO
aKTUBeH reH, koaupyromuii I'CT-o, ero sxcnpeccus y B3poc-
JBIX YepBell Ha J[Ba-TPH IOPsIKa MPEBBIIAET YKCIPECCHIO
JIPYTHX TEHOB CHCTEMBI METa00JIM3Ma KCeHOOMOTHKOB. Kak
yxe ynoMmsanyto Beiie, I'CT-o Bxogut B coctas OCII ress-
MHHTOB H [10T1aJJaeT B TKAHH OKOHYATENILHOTO X03siiHa O. fe-
lineus (Pakharukova et al., 2017). Baxno ynomsHyTs, 4To
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Ta6nuua 2. Yrcno reHos CYP y napasntnyeckux 1 CBOGOLHOXKMUBYLLMX MAOCKKX YepBei

Yucno reHos CYP

CemelncTBo

OMHUMO TpaHcdepaszHoi aktuBHocTH, ' CT-6 oOnanaer cBoi-
CTBaMU MpoCTarllaHAWMH-CUHTAa3bl, Y4aCTBYCT B IPOAYKIIUN
NPOCTAIIAHMHOB B KJIETKaX FeJIbMHHTOB U, BEPOSTHO, CO-
XpaHsET 3Ty SH3UMATHYCCKYI0 aKTHBHOCTD B TKaHSX X0O35MHA
(Morphew et al., 2007).

Eme omna rpymma ¢epMeHTOB, OOBIYHO YYACTBYIOIINX B
peanmmzanun (a3sl 2 MeTaboIM3Ma KCEHOOMOTHKOB Y JyKa-
puora, — Y/Id-rimokyponunrpancdepassl (YI'T). Oynkumn
9THX OETKOB — MOBBIIICHNE THAPOPHIFHOCTH CyOCTPAaTOB U
UX JIOCTYTTHOCTH /ISl OEIIKOB-TPAHCIIOPTEPOB 3aKITFOUNTEIIb-
HOro 3Tana Metadonusma, ¢assl 3. Hancemericteo YI'T co-
cTouT u3 1ByX cemeiicts, YI'T1 u YI'T2, o0peaunstommx 60-
nee 20 u3opepMeHTOB. B reHoMax mapasuTHYECKUX U CBO-
0OMHOXKUBYIIUX HeMaroj| oOHapykeHo oT 30 10 70 reHoB,
xogupytormmx YI'T (Matouskova et al., 2016). YcTanoBneno,
YTO 3TH (PepPMEHTHI UTPAIOT BAXKHYIO POJIb B (POPMHUPOBAHUH
YCTOWYMBOCTH Napa3uToB K anturesbMuHTHKaM (Lindblom
et al., 2006; Laing et al., 2013; Matouskova et al., 2016).
Onnako HU B reHoMe O. felineus, HU B TeHOMax JIPYTUX BHU-
noB Opisthorchiidae u Schistosomatidae rens, konupyromme
VI'T, ne Haiinensl. KpoMe TOro, B reHoMax ONUCTOPXHI U
IIMCTOCTOMATH]] He OOHapy»KEeHBI T'eHbI apuiaMuH N-ale-
tuntpancdepas, pepMeHToB (a3l 2 MeTaboM3Ma KCEHO-
6moTtukoB y mo3BoHouHBIX (Ershov et al., 2019).

Bbenxu ¢assr 3 Merabomm3ma KCEHOOMOTHKOB OTBEYAIOT
3a BBIBEJICHHE M3 KJIETOK BO BHEKIETOYHOE IPOCTPAHCTBO
COEIMHEHUH, 00pa30BaBIINXCS B pe3yibTare AeHCTBHS dep-
MeHTOB (a3 1 1 2. BrIBeieHIEe OCYLIECTBISFOT OCIIKH, TPUHA/I-
JIe)kKaIHe K ITH CEMEeHCTBAM MEMOPaHHBIX TPAHCIIOPTEPOB.
Haubonee xopormmo m3ydenst ABC TpancriopTepsl, TOCKOTb-
Ky 9TH OCJKH y4acTBYIOT B MEXaHH3MaX JICKapCTBCHHOU
YCTOWYMBOCTH KJIETOK dyKapHoT M mpokapuor (Saier et al.,
2014; Wong et al., 2014). B rerome O. felineus o6HapyxeHO
23 rena, konupytomux ABC tpancrioprepst (Mordvinov et al.,
2017a). UntepecHo, uto 4 u3 Hux, PI—P4, obnanator 60Iib-
UM CXOJCTBOM C OJHOKOITMIHHBIM T'€HOM P-rimkonporenHa
yesoBeka. [IpoayKT 3TOro reHa U3BECTEH TAKKe Kak OEJIOK
MHOKECTBEHHOH JIeKapCTBCHHOM ycroumnBocTH 1 (Saier et
al.,2014; Wong et al., 2014). YcTaHOBIEHO, 9YTO y IBYX T€HOB
P-rmuxoniporennos O. felineus ypoBeHb SKCIIPECCHN 3aBUCUT
OT CTaAWU Pa3BUTHA Tapa3uTa. TaK, Y B3pOCJIbIX I'CJIbBMUHTOB
skcrpeccusi TeHoB P1 1 P4 B 20-30 pa3 Brimie, ueM y MeTarep-
KapHid ¥ y HeTaBHO KCLIMCTUPOBAHHBIX JINYMHOK. BeposTHo,

MMEHHO 3TH Oesikyn HauOoJjee 3HaYMMBbI JJIsl MeTabosm3mMa
KCEHOOMOTHKOB Y B3pOCIIBIX 0CO0EH apa3uTos.

B 3akmoueHne cienyeT mo4epKHyTh, YTO CUCTEMA METa-
6onm3ma kcenoonornkoB O. felineus, Kak, BEpOSITHO, U psijia
JPYTHUX BUJIOB Mapa3uTHUYECKHUX IJIOCKUX 4YepBed, UMeeT
YETKUE CTPYKTYPHbIE M (YyHKIHOHAIbHBIE OCOOCHHOCTH.
[Ipesxne Bcero, oHa CyIIECTBEHHO OTINYACTCSI OT CUCTEMBI Me-
TaboJIM3Ma HK30T€HHBIX CyOCTPaTOB X035€B ATHX 1apa3UTOB.
JlerapHOE N3yvYeHNE CHCTEMBI METa00IN3Ma KCEHOOMOTHKOB
O. felineus n pyTHX OIMUCTOPXHU/I O3BOJIUT PACIIMPUTH HAIIN
NpeJICTaBIeHNsI 0 POPMUPOBAHUU MEXaHH3MOB Mapa3UTH3Ma
Y 9BOJIFOLIMY TPEMATOI. 3HAHUS O CTPYKTYpe U (DYHKIMSIX 3TOH
CHCTEMBI METa0O0II3Ma MOT'YT OBITh IIPUIMEHEHBI B pabOTax 1o
nieHTudUKanny GpapMakoIorHieckux MULICHEH 1 CO3aHHIO
HOBBIX JIEKapCTB JUIsl TEPAINN OMHCTOPX03a.

[Ipomyxramu cuctemMbl MeTadboIM3Ma KeeHoOnoTHKoB O. fe-
lineus v APYTHX TPEMATO MOTYT OBITH META0OJIUTHI IK30TCH-
HBIX ¥ 9HJIOT€HHbIX coequHeHnH, Bxoasmme B DCII mapasu-
ToB. 13 HM3KOMOJIEKyIApHBIX KomrioneHTos DCII O. felineus
B HACTOsII[Ee BPEMSI M3BECTHBI Mapa3uT-clelnuuuecKue
MeTabonuTsl xonecrepuHa (Gouveia et al., 2017) Ot okcu-
CTEpOII-TI000HbIE COSTMHEHMST 00Ia1al0T TEHOTOKCHIECKIMH
CBOWMCTBaMM U MOTYT BbI3bIBaTh noBpexaeHus JJHK kiaetox
x03siHa. HakomieHune Takux MoBpesKAeHUH BEJET K 37I0Kade-
CTBEHHOI TpaHc(hOpMauy TKaHEH KEITYHbIX MpoTokoB. He
HCKJIFOYCHO, 4TO crieruduueckue okcucrepoisl O. felineus
Y4YacTBYIOT B 3aITyCKE MEXaHN3MOB XOJIaHTHOKAaHI[EPOTeHE3a
IIPU OTHCTOPXO3E.

CuHTe3 napasuT-creupUIecKux OKCHCTEPOIOB MOTYT
ocymectBiate CYP u apyrue dpepments! O. felineus, yaacT-
BYIOIINE B OKHCIUTEIHHO-BOCCTAHOBUTEIIFHBIX PEAKIHAX,
TaKue KaK [IyTaTHOH-S-TpaHc(epasbl, THOPEJOKCHHIIEPOK-
cunassl 1 ap. Ilorck O6enkoB, BOBICYEHHBIX B (pepMeHTATHB-
HBIA MyTh TEHEPalUU CHENM(PUUCCKUX TEHOTOKCHYECKNUX
OKCHCTEPOJIOB I'€JIBMUHTOB, OCTA€TCs IIPUOPUTETHOU 3a1aueit
MOJIEKYISIPHON TTapa3uTONOTHH.

IPaHyNnHbI — NOTeHLMaNbHble MPOMOTOPbI

Heomnnasnn XoNaHrMoumToB

CymiecTByeT I'MIore3a, 4To B KaHIIEPOTCHHBIX IPOIECcCax,
CBSI3aHHBIX C 3apa’KeHUEM TeIbMUHTAaMH, MOXKET Y4aCTBOBAaTh
rpaHynuH — 0emnok, Bxomsamuii B coctaB JCII onmmcTopxua
(Smout etal., 2015). I'parynuHbI KaHIIEPOTEHHBIX OIIUCTOPXU]
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O. felineus, O. viverrini u C. sinensis, sIBJISIOTCS KOHCEPBa-
TUBHBIMHU O€JIKaMH ¥ 001a7at0T TOMOJIOTHEN C TPaHyIHHOM
yesoBeka. [ paHyITMHBI YeoBeKa U TeIbMUHTOB CTUMYJIUPYIOT
PO (EPALHIO AMUTENUATIBHBIX KJIETOK, BKIFOYas XOJIaHTHO-
utel (Smout et al., 2015), omHAKO HCHONB3YIOT AJIS TOTO pa3-
JIMYHbIEC KJICTOYHBIE CUTHAJIBHBIC IyTH. | paHyIuH denoBeka
B3aUMOJICHCTBYET C pELICIITOPaMH (PaKTOPa HEKPO3a OITyXOJIeh
(®HO) u neiicTBYeT KaK aHTaTOHUCT Iy TH [TEPEAavr CUTHAIIA
®HO. KneTounslii penenTop rpaHyalHa FeJIbMUHTOB HEH3-
BECTEH, OIHAKO YCTAHOBJICHO, YTO TpanynuH O. viverrini npo-
HHUKAEeT B XOJIAHTHOIUTHI 1 aKTUBHPYET cucteMy MAP-knHa3
W CUTHAJBHBIA MyTh peLenTopa SMHUIepMaiIbHOTO (aKkTopa
pocra. D10 HaMHOTO OOJIee MOUIHBINA MYTh aKTHBAIUHU TPO-
mudeparyy, 4eM UCIIOIb3yEeMBbIi TPAaHYIMHOM YEJIOBEKa.

I'panynun O. viverrini 3p(eKTUBHO CIIOCOOCTBYET 3aXKHB-
JICHUIO TIOBPEX/ICHUH, BOSHUKAIONIMX B PE3yJibTaTe JABHIa-
TEJIbHOM aKTUBHOCTH T'€IbBMUHTOB U TIPH X MUTaHUH (Smout
etal., 2015). Kpome Toro, 3TOT OSIIOK CTUMYITUPYET POCT KPO-
BSHBIX cocynoB (Smout et al., 2015) u MOKeT, BEpPOSTHO,
AKTHBUPOBATH KJIETOUHYIO MUTparuio. Takum obpas3om, rpa-
HYITUH 00J1a1aeT CBOWCTBAMH, HEOOXOAUMBIMH TSI CTUMYJISI-
MK nponudepalvu MaJIUTHU3UPOBAHHBIX XOJAHTHOIIUTOB,
BO3HMKAIOIINX MPU XPOHUIECKOM OMHCTOPX03€, U (HOpMuU-
POBaHUS 370KaYE€CTBEHHOH OITyXOJIH JKEIYHBIX MPOTOKOB,
XOJIAHTMOKAPLIUHOMBI.

B renome O. felineus, xax u B reaomax O. viverrini u C. si-
nensis, oonapysxeno yersipe rena, GRN-1-GRN-4, koxgupyto-
M€ OJHOJIOMEHHBIC TPAHYIIUHBI, & TAKXKE OAMH T€H MYIlb-
tunomenHoro nporpanyianaa (PGRN) (Ershov et al., 2019).
I'eHBI OHOZIOMEHHBIX I'PAHYJIMHOB JIOKAJIM30BaHbEl B OTHOM
XPOMOCOMHOM JIOKyce U (POPMHUPYIOT KOHCEPBAaTUBHYIO CHH-
TEHHYIO Tpymity reHoB. [lociaenoBaTenbHOCTH, KOTUPYIOIIHE
GRN-1 u GRN-4 O. felineus, obnamatot 95 % roMonoruei,
YTO MpEIoaraeT AyITMKALUI0 OJHOTO U3 HUX. Dukcarus
3TOW AYIUIMKAILMH B TEHOMAaX OMHCTOPXH] MOXKET OBITh CBSI-
3aHa, BEPOSITHO, CO 3HAUYUTEILHON ()yHKIIMOHAILHOH HArpy3-
KO IrpaHyJIuHa.

Haunbonee BIcOKHI ypOBEHB SKCIIPECCHH TEHOB, KOAUPYIO-
mux GRN-1 1 GRN-4 O. felineus, 3aperncTpupoBan y B3poc-
JIBIX TEJILMHHTOB, TOT/IA KaK y MeTalepKapuil JOMUHAHTHO
skcrpeccupyronmMes seisiercs reH GRN-3 (Ershov et al.,
2019). Bce skcniepuMeHTaNBHBIC PaOOTHI 1O ONPEAETEHHUIO
MOTEHIMAJIbHO KaHI[EPOT€HHBIX CBONCTB I'PaHyJIMHOB OIH-
cropxuz 6bpun BeimonmHeHbl ¢ GRN-1 O. viverrini. OpHako
MOKHO TIPEIITONIOKNTh, YTO MATOT€HHBIMHU, aHTHOTCHHBIMHU
CBOMCTBAaMHM M CIIOCOOHOCTBIO YBEITMUUBATH MUTPALHIO KIle-
Tok obnanaet Takxke 1 GRN-4. YV B3pocibix ocobeit sxempec-
cus renoB, koaupyromux GRN-2 u GRN-3, npakruuecku
OTCYTCTBYeT. BrioyiHe BepOsITHO, YTO NPOAYKTHI ATUX TCHOB
MOTYT OBITH (DYHKIIMOHAJIEHO BOBJICUEHBI B MEXaHU3MBbI B3aH-
MOOTHOIIICHUH MTapa3uT—X03sIMH B IPOMEXXYTOUHBIX X035€BaX
TpeMaroi, MOJUTIOCKaxX U phIde.

3aknioyeHune

Bo30ymurens onucropxo3a neueHouHbli cocanbiuk O. feli-
neus BXOJUT B TPUALY SIIUAEMHOIOTHYECKU 3HAYUMBIX BU/IOB
Tpemaron cemeirictBa Opisthorchiidae. Ero apean oxBarsiBaeT
OTPOMHBIE TePPUTOPUE EBpOMBI ¥ A3HH, M BCIIBIIIKA OTH-
CTOPX03a, BEI3BAHHOTO 3THM TI'€JIbMHHTOM, MOXKHO OXKHIATh
BO MHOTHX cTpaHax. Henb3st He yUUTBIBATh TAKKE PACTYLIYO
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MUTPALUIO HACEICHUS U TYPUCTUYECKUN ITI0TOK MEKIY pas3-
JMYHBIMU CTpaHaMu. Benencreue 3Tux pakTopoB ManueHTsl,
cTpanatomue ot naBazuu O. felineus, MOTYT OBbITh BBISIBIICHBI
JIaJIeKO 3a [peJieIaMK SHAEMHUYHBIX pailoHoB. Takum oOpasom,
OTIHMCTOPXO03, BBI3BAaHHEIN O. felineus, CTAaHOBUTCS TO0ANBEHON
poOIeMOH, BBIXOSIIEH 32 paMKH OMOMEIMIIMHCKUX MTPO0-
JICM OTACIIbHBIX PETUOHOB.

[TosiBIEeHNE TeHOMHBIX 1 MMPOTEOMHBIX NaHHBIX O. felineus
CYIIECTBEHHO YKPEIUIIeT 6a3y MOJIEKYIISIPHO-OHOIOT HUECKIX
l/ICCﬂe]IOBaHI/Iﬁ SIMUACMHUOJIOT'MYCCKN BAXXHBIX IICUCHOYHBIX
cocambIIUKOB. [Iy0oKHe McciaejoBaHNs TEHOMHUKH W IPO-
teomuku O. felineus TTO3BOIAT TEHEPUPOBATH 000 CHOBaHHBIC
TUIIOTE3bI O MEXaHU3MaX KaHIICPOT€HE3a, aCCOLIMUPOBAHHBIX
C OITUCTOPX030M, HACHTH(PUIIPOBATH BUAOCTICH(pruIecKne
MEXaHM3MBbI MTaTOTEHE3a MEUYCHOUYHBIX IeJIbMHUHTO30B, MPO-
BOJIUTh HAIIPABJICHHBIH IIOUCK MOJIEKYJIIPHBIX MUILICHEH JU1s
Tepanuu 3aboneBaHuil. PazBuTHe 3THX paboOT MOIKHO yUH-
TBIBAaTh OCTPYIO MOTPEOHOCTH NMPAKTHUECKOTO 37]paBOOXpa-
HeHus B 3 (QEKTUBHBIX CPEICTBAX TEPAITUHU U TPOPHUIAKTUKH
TPEMAaTOI030B.
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AHHoTayuA. BpoHxmnanbHas actma (BA) — WMPOKO pacnpocTpaHeHHOe Taxenoe 3aboeBaHne AbixaTeNbHbIX Ny-
Tell, KOTopoe NPV HeAOCTaTOUHO 3GDEKTUBHOM fleUeHNV NPUBOANT K 3HAUMTENIbHOMY YXYALIEHNIO KauecTBa »KU3HN
nauueHToB. OTCYTCTBME KOHTPONA Haj cumnToMamun BA BefieT K BGbICTpOMY NporpeccripoBaHuto, yTsKeneHuio 3a-
6oneBaHNA 1 MHBaNVAM3aLMM NaLMEHTOB. YyBCTBUTENbHOCTb K leKapcTBEHHOW Tepanuy BA Bo MHOrom 3aBucKT oT
B3aVIMOJENCTBUA FreHETUYECKUX U SNUTeHeTNYECKNX paKTOPOB, KoTopble Ha 50-60 % onpepenstoT BaprabenbHOCTb
TepaneBTUYeCKOro oTBeTa nayuneHToB. OfHON 13 OCHOBHbIX FPYNI NpenapaTos, UCNOoNb3yeMblX AN neyeHuns bA, as-
naTcA 6eTa-2-aroHNCTbI, OKasbiBaloLMe 3HaunTeNbHOe 6poHxoannaTupytollee aenctame. Mo nutepaTypHbIM AaH-
HbIM, annenbHble BapuaHTbl reHoB apruHa3 ARGT n ARG2 accoummpoBaHbl ¢ puckom pa3sutua bA, nokasatenamum
cnuporpadun 1 3¢peKTMBHOCTbIO Tepanun 6poHxoannaTatopamu. MoBblLEHHAA SKCMNPeCCHsA reHOB apriiHas BefeT
K CHUXKEHUI0 6MOAO0CTYNHOCTM L-aprHiHa 1 ypoBHA OKCMAa a3oTa B OpraHu3me U, Kak CeAcTsue, K yBenuueHmnto
CTeneHn BOCManeHna U peMofenpoBaHna AbiXaTeNbHbIX NyTei. BbinonHeHo nccnegosaHvie NonMMopdHbIX Bapu-
aHTOB reHoB apruHas (rs2781667 reHa ARG v rs17249437, rs3742879, rs7140310 reHa ARG2) y 236 peTteit, 601bHbIX
BA, a TakXKe y 194 HEPOLCTBEHHbIX 300POBbIX MHANBULOB PYCCKOW, TaTapPCKOMN 1 GALLIKMPCKON STHUYECKON NpriHag-
NEXHOCTY, NPOXMBAOLWMNX Ha TeppuTopun Pecnybnukn bawkopTtocTaH. MpoBeaeH Novnck accoumaumii U3yYeHHbIX
nonnMop@dHbIX BapraHTOB C pa3BuTrEM, TedeHreM BA 1 YyBCTBUTENbHOCTbIO K Tepanuu y nauneHToB ¢ bA. YcTaHoB-
neHo, uTo annenb rs2781667*C reHa ARGT aBnaeTCcA MapKepoM MOBbILLEHHOIO pucka pa3sutua bA y Tatap. B rpyn-
ne pycckux naumneHToB ¢ bA reHotunbl rs17249437*TT n rs3742879*GG reHa ARG2 accoummpoBaHbl CO CHUXEHNEM
nokasateneii cnuporpadum (OOB1, MOC25). Y pycckux 1 Tatap, HaXOAALMXCA Ha MOHOTEPaNMN MHFaNALNOHHBIMU
TTIIOKOKOPTVKOCTEPOVAAMU UNIN Ha KOMOVIHPOBAHHOW Tepanuu, NoKasaHa accouuauna annens rs17249437*T v re-
HoTuna rs17249437*TT reHa ARG2 € 4aCTUYHO KOHTPONVPYEMbIM Y HEKOHTPONMPYEMbIM TeYEHNEM acTMbl.
KnioueBble cnoBa: 6poHxmanbHas acTma; 6eTa-2-aroHucTbl; aprHasa 1 (ARGT); apruHasa 2 (ARG2); accoumauus;
reHbl NpefpacnoNioKeHHOCTU.
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The role of polymorphic variants of arginase genes (ARG1, ARG2)
involved in beta-2-agonist metabolism in the development
and course of asthma
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Abstract. Asthma is a common severe disease of the respiratory tract, it leads to a significant impairment in the
quality of a patient’s life unless effectively treated. Uncontrolled asthma symptoms are a cause of disease progres-
sion and development, they lead to an increase in the patient’s disability. The sensitivity to asthma therapy largely
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The role of polymorphic variants of the arginase genes
in the development and course of asthma

depends on the interaction of genetic and epigenetic factors, which account for about 50-60 % of variability of
therapeutic response. Beta-2-agonists are some of the major class of bronchodilators used for asthma manage-
ment. According to published data, allelic variants of the arginase ARGT and ARG2 genes are associated with a risk of
asthma development, spirometry measures and efficacy of bronchodilator therapy. High arginase activity results
in a low level of plasma L-arginine and in a decrease in nitric oxide, and, as a result, in an increase in airway inflam-
mation and remodeling. Arginase genetic polymorphisms (rs2781667 of the ARG1 gene, rs17249437, rs3742879,
rs7140310 of the ARG2 gene) were studied in 236 children with asthma and 194 unrelated healthy individuals of
Russian, Tatar and Bashkir ethnicity from the Republic of Bashkortostan. Association analysis of the studied poly-
morphisms with asthma development and course, the sensitivity to therapy in patients was carried out. It was found
that the rs2781667*C allele of the ARGT gene is a marker of an increased risk of asthma in Tatars. In Russians, the
association of rs17249437*TT and rs3742879*GG genotypes of the ARG2 gene with a decrease in spirometry mea-
sures (FEV1, MEF25) was established. In Russians and Tatars receiving glucocorticoid monotherapy or combination
therapy, the association of the rs17249437*T allele and rs17249437*TT genotype of the ARG2 gene with a partially
controlled and uncontrolled course of asthma was shown.

Key words: asthma; beta-2-agonists; arginase 1 (ARGT); arginase 2 (ARG2); association; predisposition genes.
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BBepeHune
Bponxnansaas actma (BA) —rereporeHHOE XpOHHYECKOE 3a-
OoJsieBaHUE ABIXATENIbHBIX ITyTeH, B pa3BUTHH KOTOPOTO MPHU-
HUMAIOT Y4acTHE MHOXXECTBO F€HETHUECKIX U CPEIOBBIX (pak-
TopoB. Pactipoctpanennocts BA B mupe coctasisier 1-18 %,
IIPHA 3TOM Yy 3HAYMUTEJIBHOW YacTH MAIMEHTOB OTMEYaeTCs
HegocTaroyHas appexruBHOCTH KOHTpOIst BA (GINA, 2018).
OnHOM 13 OCHOBHBIX TPYIII JIEKAPCTBEHHBIX ITPEIaparToB, HC-
MOJIb3yEeMBIX NpH JedeHun BA, sIBISIOTCS aroHUCTHI Oera-
2-anpeHopenentopoB. MHransnuonHsle OeTa-2-aroHUCTHI
OBICTPOTO JEHCTBUA MPEACTABIAIOT COOOH MpenapaTsl BbI-
Oopa st KynupoBaHus OpoHXocnazMa npu odboctpernn BA.
bera-2-aroHUCTBI AIUTENBHOTO ACUCTBHS MPH MPOIOIDKHU-
TEJIbHOM NPUMEHECHUH MMAllMeHTaMHU OKa3bIBAIOT IIPOTHBOBOC-
MAJIUTEIBHOE BIHMSHUE BCIEICTBUE CHIKEHHS COCYIMCTOMN
MIPOHUIIAEMOCTH, YMCHBIICHUS BBIICJIICHHUS MEIUATOPOB M3
TYYHBIX KJIETOK U 0a30(HUIOB M CHHXKEHHsI OPOHXHAJIbHOMN
runeppeaktuBHocTH (HarmmonansHast mporpamma. . ., 2017).

[To maHHBIM IHTEpATYpPhI, BKJIAJ FEHETHIECKUX (aKTOPOB
B ()OpMHUpOBaHKE MHAWBUIYaTbHONH YyBCTBUTEILHOCTH I1a-
MEHTOB K JiedeHnro BA coctaiser okono 50—60 % (Farzan
et al., 2017). O6HapyxeHo Oosiee 20 TCHOB-KaHIUIATOB,
ACCOIIMUPOBAHHBIX C YyBCTBHUTEIILHOCTBIO K Tepanuu Oera-
2-aronucramu (ADRB2, CRHR2, ADCY9, ARG1, ARG?2
u ap.) (Martinez et al., 1997; Litonjua et al., 2008; Poon et
al.,2008; Vonk et al., 2010; Kim et al., 2011; ®enoposa u ap.,
2013; baroxapranosa u ap., 2017; Scaparrotta et al., 2019).
HVcnionp30BaHne METO/1a HOJIHOTEHOMHOTO aHaJIM3a accolua-
uit (GWAS) u nzyuenne 60apmux mo o0beMy BHIOOPOK B
paMKax MEXIyHapOIHBIX KOHCOPILMYMOB ITO3BOJIMIIO 3HAYH-
TEIIHO PACHIMPHUTH YHCIIO TEHOB M MEXKT€HHBIX TTOTMMOP(HBIX
BapUAHTOB, ACCOLIMUPOBAHHBIX € AP (PEKTUBHOCTHIO TEpaIUK
oponxomgmnararopamu (COL22A1, SLC22A415, SLC22423,
OXRI1, THRB, NTM u np.) (Www.genome.gwas.org).

st Hanbosee U3y4eHHOTO MOJIMMOP(HOro BapuaHTa
rs1042713 (c.46A> G, p.Argl6Gly) rena agpeHopenentopa
ADRB2, yaacTBylomiero B Merabonusme Oera-2-aroHUCTOB,
MPOBEJICHO KIMHUYECKOE HCCIEOBAaHNE TPEThel CcTaauu
(Bateman et al., 2011), a Ha caifte PharmGB omy06imukoBana
knuHN4Yeckas anHotauus rs1042713 rena ADRB2 ypoBHS
JTIOKA3aTeIbHOCTH 2A, KOTOpasi MOATBEP)KIAET MpaKTHIe-

CKYyI0 NPUMEHHMOCTb PE3YNIbTaTOB (DapMaKOT€HETHIECKUX
nccnenosannii bA (https://www.pharmgkb.org/gene/PA39/
clinical Annotation/). Kpome nonuMop¢hHbIX JIOKYCOB B FeHE
ADRB2, ycTaHOBIIeHa BayKHAS POJIH MOTUMOP(HBIX BApHAHTOB
JIPYTHX T€HOB B 3()(peKTHBHOCTH Tepanuu OeTa-2-aroHucTaMu
y HalueHToB ¢ BA pa3nu4Hoii STHHYECKON IPUHAICKHOCTH.
OO6nHapy’keHa acconpaius TeHOTHUIIOB M TallJIOTUIIOB TeHa
aneHunminukinassl ADCY9 ¢ ynydiieHueM rnokasarenei
criporpaduy B OTBET Ha UCIIOIb30BaHKUE OeTa-2-arOHUCTOB Y
6ompHEIX ¢ BA u3 Kopen, rena pementopa THPEOHIHOTO TOp-
MoHa B THRB u reHa penientopa KOpTUKOTPOMUH-PUIN3UHT
ropmoHa 2 CRHR2 c Gonee BbIpaXEHHBIM OpOHXO/MJIATa-
IIMOHHBIM OTBETOM Y TAIIMEHTOB EBPOIEHCKOTO MPOUCXOXKIe-
Hus (Kim et al., 2011; Duan et al., 2013; Drake et al., 2014).
B psine pabotr nokazaHo, 4TO ajuieNbHbIE BapUAHTHI I€HOB
ARG n ARG2 accormMpoBaHBbI C pHCKOM pa3BuTHs BA, mo-
KazaressiMH criuporpadun 1 3G (HeKTHBHOCTHIO Tepariy OpoH-
xomunaratopamu (Li et al., 2006; Salam et al., 2009; Vonk et
al.,2010; Duan etal., 2011). IToBbIIIeHHAs SKCIIPECCHS TEHOB
apruHa3 BeJIeT K CHIKEHHIO OMO0CTYTHOCTH L-apruanna u
YPOBHSI OKCHJIA a30Ta B OpraHu3Me, YBEJIMUSHUIO IPOAYKIIUU
MOJIMaMHUHOB U TIPOJIMHA U, KaK CIECICTBUE, K yBEIUICHHIO
CTETICHN BOCHAJICHUS U PEMOJICIIMPOBAHUS JIBIXAaTEIBHBIX
nyreit (Li et al., 2006; Cloots et al., 2018; Meurs et al., 2019;
Said et al., 2019).

[enpro Hamero uccienoBaHus ObUT aHAINM3 aCCOLMAINN
MONMMMOP(HBIX BapHaHTOB reHoB apriuHa3z ARG (rs2781667)
n ARG?2 (rs17249437, 1rs3742879, rs7140310) c pa3BuTHEM
u TeueHueM BA y nerell pa3snuuHON YTHUYECKOM MPHUHA-
JISKHOCTH.

Matepwuanbl n metogbl

B pabore ucnons3osanst 0opasiisl JJHK 430 HeponcTBeHHBIX
WH/IMBUJIOB, NPOXHUBAIOLINX Ha TEPPUTOPUH PecryOmnku
bamkoprocran (PB), B Bo3pacte 2—17 net (tabdmn. 1). I'pynmy
MAIMEHTOB COCTAaBUIIN 236 OOJIBHBIX OPOHXUAIBLHOM acTMOI
(70 meBouek, 166 MaTFINKOB) PA3IUIHON YTHUIECKOW MPH-
HaJuIe)kHOCTH (pycckue — 84, Tarapsl — 108, 6amkups — 44).
Bce oOcneioBanHbIE HAXOMINCH HA CTAIHOHAPHOM JICUCHUN
WM 00caenoBannn B neTckux ortaeneHnsx Kinmnanku @I'BOY
BO «bamkupcknii rocyqapcTBEHHbBIN MEULIIMHCKUNA yHUBEP-
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Ta6bnuua 1. Xapaktepuctuka 60nbHbIX BA 1 KOHTPONBHON rPyNMbl
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Ponb nonvmopdHbIx BapriaHTOB reHOB apruHas
B Pa3BUTVM N TEYEHUN BPOHXMANbHON aCTMbl

Moka3atenb

Bbibopka

Mpumeuarue. laHHble NpefcTaBneHbl Kak M+ SE (cpegHee 3HaueHne 1 CTaHAapPTHaA OWnoKa).

cutet» Munzapasa Poccuiickoit @enepanyu 1 anieproyioru-
yeckoM otneneHnu ['BY3 «Pecnybnukanckas aerckas Kiu-
HUYecKas 0ompHHIAY T. Y (bl. OCHOBHBIM KPUTEPHEM BKITIO-
YeHUs JIeTel B TPYNITy HaOIIOACHUS CTall yCTAHOBICHHBIN
JIMarHo3 3a00JeBaHus B COOTBETCTBUU ¢ kKputepusmMu GINA
(Global Initiative for Asthma) 1 KpuTepusIMHI 0T€4ECTBEHHBIX
MPOTPaMMHBIX JOKYMEHTOB II0 AMArHOCTHKE, JICUCHUIO U
npodunakrike BA (Hanuonansnas nporpamma..., 2012).

Bce 6onmpabie BA, Bomemmme B TpymITy HUCCIETOBAHMUS,
MOTydaJId HE MEHEEe TPeX MECSIeB MOHOTEPAIHIO MHTalIs-
uoHHBIMH TimrokokopTukoctepougamu (MI'KC) unn xom-
6uanpoBannyo Tepanuio (U’ KC—manurensHo neicTByrommit
Oera-2-aroHuct) B cyTouHO# mo3e or 100 mo 1000 Mkr mo
(hryTMKa30HY ITPOIMOHATY B 3aBUCUMOCTH OT TSXKECTH Teue-
HUS U Tepuopaa 3abornesanus. I pynma O6ompHBIX BA, Haxo-
nsuxcst Ha MmoHotepanun UT'KC, Bkirouana 187 yenosek,
rpynma OonbHbBIX Ha KomOuHHMpoBaHHOW Tepanuu (MI'KC—
JIIBA) — 49 yenoBek. Y 172 manueHTOB HAOIIOAAIOCH KOHT-
ponmpyemoe Tedenune 3adboneBanus Ha ¢pone tepanun UT'KC
u UII'’KC-11BA, y 50 —gacTtuuHO KOHTponupyemoe, y 14 na-
IIHEHTOB — HEKOHTPOIUpyeMoe TeueHne bA.

OueHKy (yHKIMH BHEIIHETO JIbIXaHUA y OOMbHBIX BA u
WHJIUBHJIOB KOHTPOJILHOM TPYIIITbI BBHITIOJIHSIIN HA KOMITBIO-
tepaoM crimporpacde (Erich Jaeger, I'epmanns) ¢ ananmmzom
KPUBO# «1TOTOK—00beM». OLICHUBAIIH CIIE/TyIOIINE TOKA3aTeITH
(B mpoIeHTax OT AOJIKHBIX BEJIHUYUH, 3aJ0KCHHBIX B KOM-
MBIOTEPHYIO 0a3y CHHPOMETpa): )KU3HEHHYIO0 eMKOCTh JIeT-
kux (OKEJI), GopcupoBanHyIo KM3HEHHYIO €MKOCTB JISTKHX
(DXKEJD), o6bem dopcupoBanHoro Beigoxa 3a 1 ¢ (OPB1),
MaKCHUMaJIbHbIe 00bEMHBIE CKOPOCTH MOTOKAa KPUBOM B TOU-
Kax, cooTBeTcTBYrOIUX 75, 50 u 25 % DXKEJI (MOCT75,
MOC50, MOC25 cooTBeTCTBEHHO). [ pajaiiui HOPMBI U CHU-
JKEHHE TIapaMeTPOB CIIUPOTPAMMBI B IIPOIIEHTAX OT JTOJKCH-
CTBYIOIIEH BeIUUMHBI s JeTeill 1o 18 neT oneHuBaIuch
mo P.®. Kinemenry u H.A. 3unsbepy (Knement, 3unbbep,
1993). ¥V manueHToB ¢ KIMHUYECKUMU CUMITOMaMu BA,
KOTOPBIM HE OBIJIO BO3MOKHOCTH HMPOBECTH CIHPOMETPHIO,
BBIMOJIHSUIA MHOYKECTBEHHBIE H3MEPEHUS TUKOBOH CKOPOCTH
BoeIoxa (IICB) mpu mukgmryomeTpun.

Ouenky creneHn koHTpoist BA Ha done npoBoguMoii He
MeHee TpeX MeCAIeB TepPalui OCYIIECTBISIIN Ha OCHOBAaHUU
KJIMHUYECKUX MPU3HAKOB 3a MOCIeHNE 4 Henenu (Jactora
JTHEBHBIX CHMIITOMOB M 4acTOTa HOYHBIX IPOOYKIACHUI B

HeJIeITt0, TOTPEOHOCTD B IIperapaTax At KyHpOBaHHUS MIPHU-
CTYIIOB B HEJEJIO, OTpaHUYCHHE aKTUBHOCTH U3-3a BA) ¢
UCTIOIb30BAHMEM BAJMM3MPOBAHHOTO BONPOCHHKA « TecT 1o
KOHTPOITIO Haj acTMoit» (Asthma control test, ACT). B xaue-
CTBE KOHTPOJIS MCCIIEZI0BAHA TPYIINA IPAKTUIECKH 3710POBBIX
nereil 6e3 OPOHXOJIETOUHBIX, AJUIEPTHIECKUX U ayTOUMMYH-
HBIX 3200JI€BaHUH C HEOTATOMIEHHON HAcIEICTBEHHOCTHIO
B OTHOILICHUH QJUIEPTHUECKUX 3a00JIEBAHUI, COCTOSIIAs U3
194 genosexk (119 neBodexk, 75 MaIBIMKOB) COOTBETCTBYIOIICH
STHUYECKOH MPHHAIICKHOCTH (pycckue — 75, Tarapsl — §3,
Gamrkupsl — 36). V netel, BKIIIOUEHHBIX B IPYIILY KOHTPOJIS,
05T HU3KUH ypoBeHh nMMyHoTo0yarHA E (IgE) 1 He Op110
OTKJIOHEHUH OT HOPMaJIbHBIX ITOKa3aTenael (PyHKIMK BHEII-
HEro JIbIXaHusl 110 JaHHBIM CITUpOrpapuu WIM MUKPIyOMeT-
pun. Bee getn ¢ 15 net u pogurenn neteit mmaame 15 jer
Jiany MHGOPMHUPOBAHHOE COIVIacHe Ha yJacTHE B MCCIIEI0BaA-
Huu. [IpoTOKOI HCCie0BaHusI 0I00PCH JTOKATLHBIMUA OHOITH-
yecknMu Komutetamu BIMYVY (mportokon Ne 28 0129.10.2012)
u UBI" YOUILL PAH (miporoxon Ne 4 ot 15.11.2012).

l'enomuytro JIHK Bbiaensim n3 numdonuros nepudepu-
YeCKOI KPOBU METOIOM (PEHOITBHO-XIOPOPOPMHOM IKCTPAK-
mun (Mathew, 1984). Ananu3 noauMopQHBIX BapHaHTOB
1s2781667 (c.57+665C > T) rena aprunassl | ARGI u
1rs17249437 (c.185-8016T > C), rs3742879 (¢.859+101A> G),
rs7140310 (c.363-1623T > G) rena aprunasst 2 ARG2 npoBo-
JIMJIH C UCTIOIb30BaHMEM HAaOOpa peareHToB [uisi aMIUTi(prKa-
un JIHK metonom monmmumepasnoii memHoi peakiuu (ITLIP) ¢
¢ryopecuentnoit nerexnueit (FLASH/RTAS) (OOO «Tecr-
I'en», MockBa) cOrtacHO POTOKOITY (PHPMBI-ITPOM3BOIUTEIIS,
C IIOMOILIBIO cHCTEMBI ieTeKIuu poayKToB IILP B peanbHOM
Bpemenu CFX96 (Bio-Rad, CIILIA).

Bb100p OHOHYKJICOTHIHBIX MOJIUMOPGHBIX BApUAHTOB
(OHII) B uccnemyeMbIx TeHax OBUT OCHOBAH Ha JTAHHBIX JIH-
Teparypsbl, CBeICHHH 0a3 TaHHBIX O YaCTOTaX PEAKUX ajIerneit
noJaMMOp(dHBIX JIOKYcoB (Ooiee 5 %), MX BO3MOKHOM pery-
JSITOPHOM BIIUSTHUH Ha SKCIIPECCHIO T'eHa, (yHKINOHAIBHON
sraunmoctH (Li et al., 2006; Salam et al., 2009; Vonk et al.,
2010; Duan et al., 2011).

Jnist IpOBEPKH COOTBETCTBHS HAOIIONAEMOTO pacrpesie-
JICHUS] 4aCTOT T€HOTHIIOB TEOPETHUECKN OXKHIAEMOMY PaB-
HOBECHOMY pacIipe/ieIeHHIo 10 3akoHy Xapau—BaitnOepra
UCIIONB30BANCS KpUTepuii x2. IIpu momapHOM CpaBHEHHH
YacTOT aJulesiel M TeHOTHITOB B IPYMITaX OOJIBHBIX U KOHTPO-

MEOAUUMNHCKAA TEHETUKA / MEDICAL GENETICS 393


http://vrach-ufa.ru/kliniki/respublikanskie-uchrezhdeniya-zdravoohraneniya-6/respublikanskaya-detskaya-klinicheskaya-bolnitsa-88/
http://vrach-ufa.ru/kliniki/respublikanskie-uchrezhdeniya-zdravoohraneniya-6/respublikanskaya-detskaya-klinicheskaya-bolnitsa-88/

O.N. Savelieva, A.S. Karunas, Yu.Yu. Fedorova ...
R.F. Gatiyatullin, E.I. Etkina, E.K. Khusnutdinova

ISl IPMMEHSIJICS KPUTEPHUit %2 17 TaOJuUIl CONPSKEHHOCTH
2x2 ¢ nonpaskoii MeiiTca Ha HempepsIBHOCT. B ciyuae
JIOCTOBEPHBIX OTIMYUH B MCCIIEAYEMBIX BBIOOPKaX IPOBO-
JTWIIACh OIICHKA MOKAa3aTelisi OTHOIIeH!Us maHcoB (odds ratio,
OR), a Taxxe rpanui ero 95 % 10BEpUTEIBHOTO HHTEPBATIA
(CI 95 %). Craructudeckast o0paboTKa KOITHYECTBEHHBIX
JAaHHBbIX BBIIIOJIHEHA C HUCIIOJIb30BAHUEM napaMeTqueCKoﬁ
U HEMapaMeTPUUECKOH CTATUCTHKY B 3aBUCUMOCTH OT IIKaJ
1 XapakTepa pachpeiesIeHHs TIEPEMEHHBIX C TOMOIIBIO TTPOo-
rpammbl SPSS v.23 (SPSS Inc.). Bua pacnipenenenus konu-
YECTBEHHBIX JIaHHBIX OLIEHHBAIM 110 Kpurepuio Kommoro-
poBa—CMHpHOBa, PABEHCTBO TCHEPAIBHBIX JTUCIICPCHI — TI0
kputeputo JIeBeHa. Bkiaz ajienbHbIX BAPUAHTOB U3y4aeMbIX
TEHOB-KaHNATOB B BAPUAOEILHOCTD KOJINYECTBEHHBIX TPH-
3HAKOB OTIPEIEIsUTH P oMoty kpurepust Kpackena—Yon-
nuca (B ciaydae Tpex rpymni) wid ManHa—YUTHH (B cliydae

The role of polymorphic variants of the arginase genes
in the development and course of asthma

JByX Tpymi). HepaBHOBecue 10 CLEINICHHUIO MEX]y ITapaMu
MOTMMOP(HBIX JTOKYCOB OIIEHUBAIIN C TOMOIIIBI0 KO HUITH-
enra D', npemnoxxennoro JleBoHTHHOM, M KO3 dHunneHTa
koppessiuy 2 [lupcona. OnpeeneHne YacToT TarioTHIIOB
Y TECTUPOBAHNE PA3IIMIMI B pacCIIpeielIeHNN YacTOT TaIOTH-
OB B HCCIIEyeMbIX BEIOOPKax MPOBOIMIIOCH corltacHo EM-
AITOPUTMY, pealn3oBaHHOMY B mporpamme Haploview 4.2
(https://www.broadinstitute.org/haploview/haploview).

Pesynbratbl

YV 60onpHBIX BA 1 310pOBBIX HHANBHIOB, TPOKUBatoNHX B PB,
WCCIICTIOBAHBI YACTOTHI aJUTICJICH M TEHOTUTIOB YETHIPEX MOJTH-
MOp(QHBIX BapuaHTOB reHoB apruHas ARG (rs2781667) u
ARG?2 (rs17249437,1s3742879,1rs7140310) (Tadm. 2). Pactipe-
JIEIICHHUE YaCTOT TCHOTUIIOB IO BCEM TOIMMOP(HBIM JIOKyCaM
COOTBETCTBOBAJIO paBHOBeCHIO Xapau—Baiinoepra (p > 0.05).

Tabnuua 2. PacnpefeneHve 4actoT reHOTUMOB U annenei NoNMMopPGHbIX BapnaHToB rs2781667 reHa ARGT
1 rs17249437, rs3742879, rs7140310 reHa ARG2 y 60nbHbIX BA 1 B KOHTPONbHOW rpynne

Wccnepyemas rpynna N leHOTUMDBI

rs.

bonbHble BA

9(8.41) 152 (71.03) 62 (28.97)
p=0.03 p=0.04 p =0.04
OR=0.38 OR=157 OR=0.64
(0.16-0.91) (1.02-2.41) (0.41-0.98)

62 (70.45)

MpumeyaHue. N - 4nCNo NHAMBMAOB; N — YACTEHHOCTb FPYMIbl, B CKOGKax AaHa 4acToTa ajsienen v reHOTUMOB; p — YPOBEHb 3HAYMMOCTM, YKa3aH TOMbKO npu
HaNMUMM CTAaTUCTUYECKON 3HAaUMMOCTH (Mpm p < 0.05); OR — noKasaTesnib OTHOLLEHWA LWAHCOB, B CKOOKaX — 95 % AoBepUTeNbHbIN MHTepBas.
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[TpoBeneH aHanM3 accolManyii N3y4EHHBIX MOIUMOP(HBIX
BAapUAHTOB C PHCKOM Pa3BUTHS M KIMHHUKO-()YHKIIMOHAIIb-
HBIMH 0coOeHHOCTAMHU BA (ctenens koHTpons BA, Bozpact
Hauajna bA, ypoBeHs ceiBopoTouHoro IgE, mokazarenu cnu-
porpacdum).

I'en, kopupyrommit aprunasy 1 (ARG1), nokanu3oBaH Ha
xpomocome 6 B obmactu 6423.2 U COCTOUT U3 8 IK30HOB
(Vonk et al., 2010). Yactora amnens 1s2781667* T'B KOHTPOIIb-
HOW rpymnme pycckux cocraBuna 28.67 %, tarap — 39.02 %,
G6amkup — 27.14 %. YcraHoBieHa accoluanus ajjens
rs2781667*C c puckom pa3Butus BA y WHANBUIOB TaTap-
CKOH 3THUYecKor mpuHaiexkHocTH (p = 0.04; OR = 1.57,
CI 95 % 1.02-2.41). I'enorun rs2781667*TT n annenb
rs2781667*T nomamopduoro Bapuanta reHa ARG/ sBmus-
I0TCSI MapKepaMy TIOHMKEHHOTO pHcka pa3Butusi bBA y Ta-
Tap (p = 0.03; OR = 0.38, CI 95 % 0.16-0.91 u p = 0.04;
OR =0.64, CI1 95 % 0.41-0.98 cooTBETCTBEHHO).

Bxman amrenbHBIX BapHaHTOB M3y4YaeMBIX T'€HOB-KaH-
JIN/IaTOB B BapuadeNbHOCTh KOJMYECTBEHHBIX MPHU3HAKOB
(yposenb IgE, Bo3pacT Hauana 3a00J€BaHNS) ONMpEACISIIN
¢ momoursio kpurepusi Kpackena—Yommica (B ciaydae Tpex
rpymnmn) uin ManHa—YUTHH (B cllyyae ABYX Tpymnim). AHanu3
BapualeTbHOCTH ypoBHS IgE y mManueHToB ¢ pa3iudHBIMU
TEHOTHIIAMH TTOJIMMOPQHOTO JoKyca 152781667 rena ARG
B Ipyrnie pycckux ¢ BA BbisiBuII O0jiee BRICOKHE TTOKa3aTel
IgE y nocureneit renoruna rs2781667*CC mo cpaBHEHHUIO
C HOCHTENSIMH TeHOTUTIOB 152781667*CT n rs2781667*TT.
BBISIBICHO CTaTUCTUYECKH 3HAYMMOE IOBBIIICHHE YPOBHS
IgE y HOCHTEenNeH renoTrna rs2781667*CC o cpaBHEHHIO €
HocuTesIMU renoruna 1s2781667*CT (p = 0.003).

l'enoTun IgE, ME/mn
rs2781667*CC 520.70+72.47
rs2781667*CT 331.7+66.28
rs2781667*TT 471.5+108.3

Tect Kpackena—Yomruca H=28.49,p=0.01
U-rect Manna—Yurnu

1s2781667*CC/rs2781667*CT
1s2781667*CC/rs2781667*TT

1s2781667*CT/rs2781667*TT

U=354.0,p =0.003
U=136.0,p=0091
U=93.0,p=0.18

I'en ARG?2 pacnionoxeH B XpOMOCOMHOI1 obnactu 14q24.1,
coctout u3 8 sk30H0B (Vonk et al., 2010). Ananu3 pac-
MIPE/ICNIEHHs] YacTOT ajulesiell ¥ TeHOTHUIIOB ITOIUMOP(HHOTO
BapuaHTa 1517249437 rena ARG2 noxasai, 4To MEHee pac-
MPOCTPaHEHHBIM B KOHTPOJBHBIX TPYIINaxX PYCCKHX, TaTrap
U Oamkup siBiseTcs amiensd rs17249437*C (33.78, 38.41
n 38.89 % coorBercTBeHHO) (cM. Tabu. 2). [Ipu cpaBHEHUM
rpyI OOJIBHBIX CO 3/I0POBBIMU HHIMBUIAMH CTATUCTUYECKH
3HAYNMBIX aCCOIUAIINH MoTMMOpQHOTO BapraHTa 1s17249437
rera ARG?2 ¢ puckoM passutus bA He 00HapyxeHo (p > 0.05).
OTnuuns B pacmpeneseHnH 9acTOT TeHOTHIOB 1517249437
BBISIBIICHBI IIPH Pa3/ICIICHNUH ITAIIMEHTOB C yYETOM OTKIIOHCHHH
OT HOPMBI [TapaMeTPOB CIIUporpaduu B CpaBHEHUH C TPYIIIOHN
KOHTpOJISL. YacToTa roMO3UTroTHOTO TeHotuna rs17249437*TT
(67.74 n 67.74 %) y PYCCKHX CO 3HAUUTEIbHBIMH CHIDKE-
HusiMu apameTpoB ODB1 1 MOC2S5 Obiia cTaTHCTHYECKH
3HaYMMO BBIIIE, Y€M B KOHTPOJBHOW T'pYyIIe WHIUBUI0B
(41.89 %; p=0.02; OR=2.91,CI95 % 1.2-7.05u p =0.02;
OR =2.91, CI195 % 1.2-7.05 coorBeTcTBeHHO). YacToTa re-
TEPO3UTrOTHOTO TeHoTHMna 1517249437 *TC y manueHToB pyc-
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CKO ATHUYECKOH IPUHAJUIEKHOCTHU CO 3HAYUTEIIBHO CHUKEH-
HeIMH TToKazatessiva OPB1 u MOC25 6b11a Hrxke (19.35 u
22.58 %), ueM B KOHTpoOJbHOM rpymme (48.65 %; p = 0.005;
OR=0.25,CI95%0.09-0.69up=0.01; OR=0.31,CI195 %
0.12—0.8 COOTBETCTBEHHO).

VY pycckux manueHToB ¢ BA ¢ 4acTHYHO KOHTPOIMPYEMBIM
U HEKOHTPOJIMPYEMBIM TeYeHHEM 3a00JieBaHUsI, KOTOPbIM
yare Tpex pa3 B HeJieNo TpeOoBaich OeTa-2-arOHUCTHI IS
KyIIMPOBaHUS CUMIITOMOB 3a00JIeBaHUs, BBISIBICHA Oojee
BBICOKAsl 4acTOTa BCTpedaeMocTu ajuteis rs17249437*T
(87.93 %) u renoruma rs17249437*TT (82.76 %) mo cpas-
HEHUIO C MAIMEHTaMH C KOHTPOJIMPYEMBIM TeUEeHHEM 3200-
neanus: 67.27 % nns amnens rs17249437*T (p = 0.004;
OR = 3.54, CI1 95 % 1.46-8.59) u 43.64 % nns reHorumna
1s17249437*TT (p = 0.0006; OR = 6.20, CI 95 % 2.06—
18.64). AnasornuHasi accouuanusi oOHapyKeHa U y 00Jib-
HBIX BA Tarapckoif 3THHUECKON MPUHAMISKHOCTH. B rpym-
e MAIMEeHTOB C YaCTHYHO KOHTPOJIMPYEMBIM M HEKOHTPO-
JUPYEMbIM TE€UYE€HHEM 3a00JIeBaHMs BBISIBISUIMCH Yallle all-
nenb rs17249437*T (77.59 %) u renorun rs17249437*TT
(58.62 %), mo cpaBHeHHIO ¢ OOIBHBIME BA ¢ KoHTpoONH-
pyembiM TeueHueM 3aboneBanus — 60.26 % mis amiens
rs17249437*T (p = 0.02; OR = 2.28, CI1 95 % 1.14-4.58) n
33.33 % pns renorumna rs17249437*TT (p = 0.02; OR =2.83,
CI 95 % 1.18-6.80).

CornacHo pe3yiapTaTaM HCCIIEIOBAaHUSA TOIUMOP(HOTO
BapuanTa rs3742879 rena ARG2 y 6onbHBIX BA ¥ HHAHBHIOB
KOHTPOJIbHOM rpynisl U3 Pb, MeHee pacipocTpaHEHHBIM BO
BCEX ATHUYECKHUX TPyMNMax sBiseTcs amurenb rs3742879*G,
BBISBJICHHBIN B KOHTPOJILHOW TPYNIIE PYCCKHUX C YacTOTOH
30.67 %, Tarap — 26.22 %, 6amkup — 29.17 % (cMm. Tabm. 2).
AHanm3 accoruanuii monumMopgHoro BapuanTa rs3742879
reHa ARG2 c pa3ButieM bA y HHAUBHIOB pa3NnU4HON ASTHUYE-
CKOM PUHA/JIEKHOCTH HE BBISIBUII CTATUCTUYECKU 3HAUMMBIX
pa3nuuuii MeX Iy TpymmamMu OOJBHBIX U KOHTpoIs (p > 0.05).
[Ipu cpaBHUTETLHOM aHAIM3€E YACTOT AJlJIeeld U TeHOTUIIOB
nonumopdHoro Jokyca rs3742879 B rpynmnax nanueHTOB C
pa3IMYHBIMU MOKA3aTEIsIMU CIUPOTrpaguu yCTaHOBICHO,
YTO y PYCCKHX, O0IBbHBIX BA, CO 3HAYMTEIBHBIM CHI)KCHHEM
O®BI1 renotun rs3742879* GG Berpeyascs: 3HAYUTEIHHO
yare (25.81 %), uem B koHTposbHOM rpymie (9.33 %; p=0.03;
OR =3.38, CI1 95 % 1.1-10.35).

[Ipu uccienoBanuu nommopdHoro Bapuanta rs7140310
reHa ARG2 He HaWICHO CTAaTUCTHYECKH 3HAUYUMBIX Pa3iIH-
YU B pacrpeesICHNH YacTOT ajuleNieH N TEHOTHUIIOB MEXKTy
60nbHBIMH BA M KOHTpONEM pa3NUYHON 3THUYECKOW MpH-
HaaexxHocTH (p > 0.05). Hammenee pactipocTpaHeHHBIM BO
BCEX 3THUYECKHX I'pymmax ssisercs amiens rs7140310*C,
0OHapY>KEeHHBIN B KOHTPOJILHOM IPYIIIE PYCCKUX C YACTOTOM
14.67 %, y Tatap — 19.28 %, y Gamxup — 18.06 % (cm. Tadmn. 2).

B pesynbrare nccnenoBaHus MOIMMOPGHBIX BapHAHTOB
rs17249437, rs3742879, rs7140310 rena ARG2 B BhIOOpKAX
Pa3IUYHON STHUYECKOH IPUHAAJIEKHOCTH BBISIBICHO 3HAYH-
TEIILHOE HEPaBHOBECHE 110 CLETIICHHIO MEXKLy OJIUMOP(HBI-
MU tokycamu 1517249437 nrs3742879 (D'=0.76 y pycckux,
D’ =0.85 y Tarap, D’ = 0.9 y 6amkup) Bo BCexX M3y4eHHBIX
rpymmax. [Ipy npoBeseHNH rarIOTHINYECKOTO aHAN3a JIaH-
HBIX MOJIUMOP(]HBIX BapuaHTOB reHa ARG2 He 0OHaAPYKEHO
CTaTUCTUYECKH 3HAUYMUMBIX PA3IMYMi 4acTOT TaluIOTHUIIOB
Meskay OonbHBIME BA 1 KoHTpOsBHOM Tpynmoi (p > 0.05).
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O6cyxpeHue

Henocrarounslii KOHTPOJIb HaJl BOCITAJICHUEM JIbIXaTEIBHBIX
myTei mpu BA mpUBOIMT K MPOTrpecCHPOBAHUIO 3a00I€BaHUS,
CIoCcoOCTBYET BO3PACTAHUIO YUCIIA TSHKEIBIX (POPM, CITydIacB
CMEPTHOCTH 1 MHBAJIU3aliy OONBHBIX. B HacTosIIIee Bpemst
pa3paboTaHbl U JOCTYITHBI BBICOKOI()(EKTHBHBIE JICKAPCTBEH-
HBIE TIPENaparsl, PACKPHITEI MHOTHE 3HAYNMbBIE MEXaHU3MBbI
naroreHe3a bA, Ho mpoGnema HeJoCTaTOYHOTO KOHTpOJIst BA
0CTaeTCs OHOW M3 Hauboee akTyaIbHbIX MPOOJIEM 3paBo-
oxpaHeHHs. MHOTOYNCIICHHBIE PA0OTHI CBHACTEIBCTBYIOT O
MEKITHHUECKHUX Pa3INUUsIX TCHETHUECKHX MapKEpOB PHUCKa
pa3Butusi BA ¥ 4yBCTBUTENIBHOCTH K IIpErnaparaM y pa3HbIX
naanBuAoB (Martinez et al., 1997; Litonjua et al., 2008; Poon
etal., 2008; Vonk et al.,2010; Kim et al., 2011; baroxapranosa
u ap., 2017; Scaparrotta et al., 2019). Panee Hamu 06110 TIPO-
BEJIEHO uccienoBanue rena ADRB2, B pe3yibTare KOTOpOro
obHapy»xeHa acconnanus amess rs1042713*4 ¢ ymepeHHBIM
cumwkenneM O®B1 y manuentoB ¢ BA, mpoxuBaromux Ha
teppuropuu Pb (®emoposa u np., 2013). B manHoii pabote
MIPOAHAIN3UPOBAHBI ACCOIMAIMHY TTOJTMMOP(GHBIX BAPHAHTOB
reHoB apruHa3z ARGI (rs2781667) u ARG2 (rs17249437,
rs3742879, rs7140310) c pa3BuTHeM u TedeHreM bA, a Taxxke
C YyBCTBHUTEIILHOCTBIO K TEPANHMH Y TTAI[MEHTOB ¢ BA.

ApruHasa npeacTaBisieT co0oi (hepMeHT, KaTalu3upyro-
i ruaponu3 L-aprianHa ¢ 06pa3oBaHIEM OPHUTHHA H MO-
gyeBuHbl (Dimitriades et al., 2014). /IBa m3odepmenra apruna-
361 | u Il Tuna kopupyrorest renamu ARG u ARG2 (Vonk et
al., 2010). Annmeprigeckoe BOCTIaJICHNE BBI3IBACT CHIDKCHHE
obmero konuuectBa NO ¥ yBeanueHHE NMPOAYKINHU MPO-
KOHTPAKTUJILHOTO U MPOBOCHAIUTEIBHOTO MEPOKCHHUTPUTA
(ONOO"), B wactHOCTH iINOS, 9TO IPUBOTUT K OOCTPYKITHH,
BOCTIQJICHHIO U YBEJIMUCHHIO THIIEPPEAKTUBHOCTH JIbIXaTeIIb-
HBIX IyTei. Kpome Toro, mpu anjaeprudeckoil actMe moj
BiustaAeM Th2-nmrokunos (IL-4, IL-13) u TGF-} yBenmun-
BAeTCsl DKCIIPECCHs apTUHA3bI, YTO IMOBBIIIACT MPOIYKIHIO
L-opHuTHHA, MOJMAMUHOB U L-NIposiMHa, y4acTBYIOIIMX B
PEMOJICTIMPOBAHNH JIBIXAaTEIbHBIX ITyTeH, BBI3bIBAs KIETOY-
HYIO MpoJIUQepaluio, MOBBIIICHHYIO BBIPa0OTKY KoJIareHa
u Gpudpo3 kiIeTok (cM. pucyHok) (Meurs et al., 2019).

B pesynbrare JaHHOTO HCCIEIOBAaHUS YCTAHOBJIEHO, YTO
amnenb 1s2781667*C rena ARG acCOUMUPOBAH C PUCKOM
passutus BA y Tarap. [Ipu cpaBHUTENHHOM aHAIU3€ KOJH-
YECTBEHHBIX IPHU3HAKOB BBISIBIICHBI 00JIEE BBICOKHE MTOKa3aTe-
m IgE y pycckux ¢ reHotunoM 1s2781667* CC 1o cpaBHEHHIO
¢ HocuTeasiMu reHotuna 1s2781667* CT. BriepBbie accoiua-
U AJUIeNTbHBIX BapuaHToB TeHa ARG/ ¢ 3¢dpdekTuBHOCTEIO
teparuu BA ycranosnena B pabore (Litonjua et al., 2008) y
nereii ¢ BA eBporeiickoro mpoucxox IeHHs, HAXOIAIINXCS Ha
Teparmu Oeta-2-aronuctamu. OOHapy>KeHa 3HAYNMAst aCCOLIHU-
arst ayutens 1s2781659* G rena ARG ¢ Gosee BEIpa)KeHHBIM
OpOHXOIUIATAIINOHHBIM OTBETOM, a TeH ARG mpeayioxKeH
B KaueCTBE BO3MO)KHOTO MapKepa PHCKa, OIPEEIISIOIIEro
sddexrrBHOCTH Tepann BA (Litonjua et al., 2008). B padore
(Vonk et al., 2010) HaGmronanock 3HaUNTENBHOE CHIDKEHUE
OpOHXOIMIIATAIIMOHHOTO OTBETa y MarueHToB ¢ bA u3 Hu-
JIepIaHaoB ¢ TeHotunoM 1s2781667*TT rena ARG B oTBeT
Ha Teparnuio Oera-2-aroHucTamu. B To jxe BpeMst y OOJIbHBIX
Tspkesol BA ¢ renotunom rs2781667*CC rena ARG Obl0
BBISIBJICHO CHIKeHHe Tokazareneit ODPB1 na done neyenus
NI'KC (Vonk et al., 2010). YcTanoBieHa acconyarys ajiess
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Th2-UNTOKUHBI
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KoHCTUTYTVBHbIE
1 MHAyumbenbHble Gopmbl

NO-cuHTa3bl
| N0y | |onoo 1|
| MonvamuH 7 | | L-nponux 1 |
O6CcTpyKUMSA, BOCNaneHue,
rMneppeakTMBHOCTb,
KneTouHas Ou6po3 NoBbllWEHHaA
nponvdepayya YYBCTBUTENIbHOCTb
¢ ¢ ObIXaTesbHbIX nyTein
PemopennpoBaHme B OTBET Ha afiiepreHbl

AblXaTeJIbHbIX nyTe|7|

MeTabonn3m aprvHvHa 1 ero BAvsiHUE Ha GOpPMIpPOBaHME annepreH-rH-
LyuVpOBaHHOW 0BCTPYKLMU, BOCNANEHWs, TMNeppeakTMBHOCTM 1 peMO-
LenvpoBaHus OblXaTeSIbHbIX NMyTell, @ TakKe NMOBbILUeHHOW YyBCTBUTESb-
HOCTM K annepreHam (Meurs et al., 2019).

1s2781666* T u rarmuotuna CT (rs60389358, 2781666) rena
ARG c puckoM pa3ButHst BA 1 mokaszaH 3Ha4HTEIHLHO OoJiee
BBICOKHI YPOBEHb CHIBOPOTOYHOW apruHa3bl y MalMeHTOB
¢ BA w3 Uramun (Donthi et al., 2018). HarmpoTtus, B HEKOTO-
PBIX HCCIIEJOBAaHMSX HE 00HAPYKEHO 3HAYNMOH acconranuu
nonuMopdHbIX BapuantoB reHa ARG ¢ 3(h(heKTUBHOCTHIO
neyenns BA (Almomani et al., 2019; Scaparrotta et al., 2019).
B coBoKymHOCTH ITOTy4eHHBIE PE3yJIbTaThl U INTEpaTypHbIE
JTaHHBIE TOJTBEPIKIAIOT, UTO aJlJieNIbHbIe BapraHThl TeHa ARG [
MOTYT BHOCHTB BKJIaJ] B pUCK pa3BUTHs BA 1 3¢ dexTuBHOCTD
Teparuu 3a00IeBaHusl.

B nacTosmem ucciaenoBaHuM oOHapy)KeHa acCOIMALNA
reHotunoB 1s17249437*TT n 1s3742879*GG rena ARG2 co
CHI)KEHHBIMU NoKazarersiMu crimporpaduu (OPB1, MOC25),
amnenst rs17249437*T u renoruna rs17249437*TT rena
ARG2 — ¢ 9acTHYHO KOHTPOJIUPYEMBIM H HEKOHTPOIIUPYEMBIM
TeueHneM 3a00JIeBaHMs Yy MAIMEHTOB PYyCCKOM M TaTapcKoi
ATHUYECKON NpHUHaAIe)KHOCTU. [loyueHHble HaMK pe3yJib-
TaThl MPOTHBOPEYAT AaHHBEIM paboTsl Vonk ¢ komeramw,
B KOTOPOW BBISABIICHA accoluanus amieis rs17249437* T,
reHotuna rs7140310* 77T u annens rs3742879*G ¢ Gonee BbI-
coxuMu 3HauenusmMu ODBI1, a renorumna rs3742879%44 —
C YBEJIMYEHHEM THUIEPPEaKTHBHOCTH OPOHXOB Y B3POCIBIX
nanuenToB ¢ bA, npoxusatomnx B Hunepnannax (Vonk
et al., 2010). Kpome Toro, Hamm JaHHBIE YaCTHYHO HE CO-
rIacyrorcesi ¢ AaHHbIMH HccienoBanus b.1l. Baroxkapramo-
BOi#l ¢ coaBTopamu (2017), mo uToraMm KOTOpOro rmokaszaHa
accoranus komouHaruu reHoturnoB NOS2A*(CCTTTT)
nS/L n 1s3742879*4A rena ARG2 c TIOBBIIICHHBIM PHCKOM
passutust BA y neBouek u3 Poccun. B 10 ke Bpemst M. Salam
C KOJUIETaMH IPH M3yYEHUH MOTUMOP(HBIX BapUAHTOB I'eHa
ARG?2 obHapy>xuimy acconuanuro amrens rs3742879*G B co-
crage ramotuna TAGTCATGGC (rs12885261, rs7144243,
rs3759757, rs4902501, rs7156352, rs4902503, rs7140310,
15742869, 153742879, 1s10483801) co 3HaunTENEHO OONIEE BHI-
COKHM PHCKOM BO3HHKHOBEHHMsI 3a00s1eBaHMs y OONbHBIX BA
eBporeiickoro mpoucxoxaeHusa (Salam et al., 2009). Oto
MOXKET CBHIETEIILCTBOBATH O 3HAYMMON POJIH aJUICIbHBIX Ba-
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puanToB reHa ARG2 B pa3zButun BA MMEHHO B CTPYKType
rarmoruna. Mcenenys nmonumopdHsie BapuanTsl reHa ARG?2
B BBIOOpKax pasiIMYHON 3THHYECKOW MPHUHAUIC)KHOCTH, MBI
BBISIBIJIM 3HAYNTEILHOE HEPABHOBECHE I10 CLICTUICHUIO MEKTY
noauMopHHBIMH JToKycamu 1517249437 n rs3742879 Bo Bcex
M3y4YeHHBIX Tpynmnax. [Ipu mpoBeaeHu: raruioTHIINIECKOTO
aHaJIM3a JJAaHHBIX TOIIMMOP(QHBIX BapuaHToB reHa ARG2 3Ha-
YMMBIX aCCOIMAINI HE 0OHAPYKEHO, YTO, BO3MOYKHO, CBA3aHO
C MAJIOYHMCIIEHHOCTBIO CPaBHUBACMBIX I'PYIIIL.

3aknioyeHune

Taknm 00pa3oM, BBITIOIHEHO MCCIICIOBAHUE MOIUMOP(HBIX
BapuaHTOB reHoB apruHa3 ARG/ u ARGZ2, y4acTBYIOIIHX B
MeTabonm3me Oera-2-arOHHUCTOB, Y OONBHBIX BA 1 B c00T-
BETCTBYIONIEH KOHTpONbHOW Trpynme u3 PecnyOnukn bam-
KOPTOCTaH. YCTaHOBIIEHO, 4TO ayuienb 1s2781667*C rena
ARG sBrisieTcs MapKepoOM IMTOBEIICHHOTO pHCKa pa3BUTHs BA
y Tarap. BeiaBnens! Ooiee BBHICOKHE IOKa3zaTelu OOIIero
[gE y nanueHToB pycCKOW 3THUYECKOW IPUHAMIEKHOCTU
¢ reHotunoMm 1s2781667*CC. ObHapyKeHO, YTO TEHOTHUIIHI
1s17249437*TTurs3742879* GG rena ARG2 acconmupoBaHbl
CO CHI)KEHHMEM II0Ka3aTesiel (DyHKIIMU BHEIIHETO JIbIXaHUsI
(O®B1, MOC25) y 6ompHBIX BA pycckoii STHHYECKOH MPH-
HAJUIEKHOCTH. Y manueHToB ¢ BA pycckoil u TaTapckoi
STHUYECKOH NMPUHAJICKHOCTH YCTAHOBIICHA aCCOLUAIINS aJl-
nenst rs17249437*T w renoruna rs17249437*TT ¢ wacTHaHO
KOHTPOJIMPYEMBIM M HEKOHTPOJIMPYEMBIM TEUCHHEM 3a00-
neBaHus. IlomydeHHbIE pe3ynbTaThl BHOCSAT ONPEAEICHHBIN
BKJIa/l B TIOHMMAaHHUE IaTOTeHE3a M MOJIEKYSIPHBIX OCHOB
YYBCTBUTEIBHOCTH K Tepanuu bA.
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I[TonuMop@du3M 1 3KCIIpecCcus reHoB Mpoandepannun
1 nudpepeHIMPOBKY UMMYHOKOMITIETEHTHbBIX KJI€TOK Y JINII,
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AHHOTauumA. VI3BeCTHO, YTO MOHM3MpPYIOLLEee N3/yYeHne BIMAET Ha SKCMPECCUI0 FeHOB, BbIMOMHALWMX KNOYeBYO
ponb B MexaHM3Max NoaAepKaHuA CTabunbHOCTM KNETOYHOro romeocTasa. Kak npaBuio, usmeHeHve B TpaHCKpu-
TOMe 06JTyYeHHOW KNeTKM NPONCXOANT B MEPBbIE Yachl 1 CYTKU NOC/e PagnaLMOHHOMO BO3AENCTBYA, YTO 00YCnoB-
NMBaET ee paHHWI OTBET NPU NOBPEXAEHUN reHoMa. B otaaneHHoM nepurope Takxe BO3MOXKHbI MOAYNALMMN B TPAHC-
KPUMLNOHHONM aKTUBHOCTW FEHOB, MPUBOAALLME K Pa3BUTUIO KaHLepOoreHHbIx 3ddekToB 0bnyyeHuns. OgHako ans
YCTaHOBJIEHUA PONIV SK30r€HHbIX GAKTOPOB (MOHN3UPYIOLLErO 3MTy4YeHUA) B MOAN UKaLIMM SKCNPECCUN FTeHOB Kile-
TOYHOrO rOMeOCTa3a HeOOXOANMO YUMTbIBATb U POJIb SHAOFEHHbIX PAKTOPOB, CMOCOOHBIX MOANPULNPOBATL TPaHC-
KPUMLNOHHYIO akTUBHOCTb FeHOB, YTO 0COOEHHO aKTyaslbHO B OTAAJIEHHOM Mepuoe Noce Havana paanaLMoHHOro
BO3aencTBuA. K Takum dpaktopam MOryT OTHOCUMTbCA MOMMOPQHbIE BapraHTbl FEHOB, PACTONOXEHHbIE B Peryns-
TOpHbIX obnacTax. Llenb HacToAwwero nccnefoBaHnA — aHanu3 BAMAHNA NOHN3MPYIOLLEro U3/lyYeHna B OTAANIEHHOM
nepuoge Ha copepxaHne MPHK reHoB STAT3, GATA3, NFkB1, PADI4, perynupytowmx npoueccsl nponudepaun n gud-
depeHUPOBKN UMMYHOKOMIMETEHTHBIX KNETOK YENOBEKA, a TakXKe OLleHKa CBA3W annefibHblix Bapuaumi rs1053023,
rs4143094, rs28362491, rs874881 Ha konunyecTBo MPHK reHos STAT3, GATA3, PADI4, NFKB1. iccnefoBaHuvie npoBeae-
HO Y NNL, NOABEPTLLNXCA aBAPUNHOMY XPOHNYECKOMY PaanaLMOHHOMY BO3AENCTBUIO B pe3ynbTaTe cOpocoB paano-
aKTUBHbIX OTXOZ10B B peKy Teuy. YcTaHOBMIEHO, YTO cnycTaA 60 neT nocsie Havyana pagualMoHHOro BO3AENCTBUA Y L,
MMeIoLLMX KyMynATMBHble Ao3bl 06nyyeHna KKM B aranasoHe ot 78 go 3510 mlp, pernctprpyotca n3MeHeHns B
TPAHCKPUNLMOHHON akTUBHOCTU reHoB NFKBT n PADI4. He BbifiBNeHO BAUAHUA annenbHbiX Bapuauuii rs1053023,
rs4143094, rs28362491, rs874881 Ha konnuectBo MPHK reHoB STAT3, GATA3, PADI4, NFkB1 y o6nyyeHHbIX nvu,.
KnioueBble cnoBa: 06nyueHHble nuua; MPHK; ogHoHyKneoTaHbil nonumopdusm; MNMLP B peanbHOM BpemeHU; MOan-
duKauma skcnpeccun reHoB.
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BO3JenCcTBuI0. Basunosckuli xypHasn ceHemuku u cenekyuu. 2020;24(4):399-406. DOI 10.18699/VJ20.632

Single nucleotide polymorphisms and expression of genes
for immune competent cell proliferation and differentiation
in radiation-exposed individuals
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Abstract. It is known that ionizing radiation influences the expression of the genes that play a key role in the mecha-
nisms of maintaining the stability of cellular homeostasis. As a rule, changes in the transcriptome of an exposed
cell occur within the first 24 hours following radiation exposure. And it predetermines early response in the case
of genome damage. Later on modulations in gene transcription activity are also possible and could result in a car-
cinogenic effect. However, in order to find the role of exogenous factors (ionizing radiation), it is also necessary to
take into account the contribution of endogenous factors that are able to modify gene transcription activity. This is
especially important for long after the onset of radiation exposure. Single nucleotide polymorphisms located in regu-
latory regions of the genes may belong to this group of factors. The objective of the current study was to analyze the
influence of ionizing radiation on the transcription activity of the STAT3, GATA3, NFkB1, PADI4 genes, which regulate
proliferation and differentiation of immune competent human cells; and to assess the potential influence of single
nucleotide polymorphisms located in regulatory regions of the genes on the amount of mRNA. The study involved
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people who had been chronically exposed due to releases of radioactive waste into the Techa River. It was observed
that 60 years after the onset of radiation exposure changes in the transcription activity of the NFkB1 and PADI4 genes
were registered in people with cumulative doses to RBM within the range 78-3510 mGy. In people who had been
chronically exposed, the effect of allelic variations in rs1053023, rs4143094, rs28362491, rs874881 on the level of
mMRNAs of the STAT3, GATA3, PADI4, NFkBT genes has not been established.

Key words: exposed persons; mRNA; single-nucleotide polymorphism; real-time PCR; modification of gene expression.
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BBepeHune

Honuzupyroliee u3JydeHHe BbI3bIBACT M3MEHEHHUSI TPAHC-
KPHITIIHOHHOH aKTHBHOCTH TCHOB, BHITOTHSIOIIIX KITFOYEBYIO
POJIb B MEXaHU3MaX IO/IeP)KaHNs CTaOMIIBHOCTH KJIETOYHOTO
romeocTasza. OHako npoduiIb SKCIPECCUN TEHOB CYIIECTBEH-
HO OTJINYAETCS MPH OOIyUIECHUH B AUATIA30HE MAJBIX U 0OJb-
mmx 103 (Ding et al., 2005). ITokazano, 4to npu oOITydeHnN
B JIMANa30He MaJIbIX U CPEAHUX JI03 MOBBIIIAETCS IKCIIPEec-
CHsl HE TOJIBKO T€HOB, BOBJICUCHHBIX B OTBET HA ITOBPEKICHHE
JIHK, HO ¥ reHOB, OTBeUaroIuX 3a anonTo3 (Azimian et al.,
2015), aneMeHTHI ITUTOCKENETa U IIEPEMEIICHHE CEKPETOPHBIX
Be3ukyn (Woloschak et al., 1990), mponudeparuro u mudde-
peHIUPOBKY KieTok (Amundson et al., 2003), a Takke aKTH-
BAIIMIO JIUM(OLUTOB, IKCIIPECCHIO IIUTOKWHOB M XeMOKHHOB
(Wyrobek et al., 2011). Xopo1ro #3BECTHO, 4YTO U3MCHEHHUE B
TPAHCKPUIITOME OOIyYeHHON KIIETKH ITPOUCXOAUT B MIEPBBIC
4achl U CYTKH IOCJIE paMalldOHHOTO BO3JEHCTBHS, 4TO 00-
YCIIOBITUBACT PaHHUI OTBET IPH MOBPEKICHIH TeHOMA.

B oraneHHOM nepro/e Takke perucTpupyercs abeppaHt-
Hast 9Kcripeccust psiia reHoB. B nccnenosanumsix (Fachin etal.,
2009; Ilienko, Bazyka, 2016) mokxa3aHbl H3MEHEHHS TPAHC-
KPHITIHOHHOW aKTUBHOCTHU I'€HOB, ITPOIYKTHI KOTOPBIX pPery-
JTUPYIOT BHYTPHUKICTOYHBIN TpaHcropT, penapanuio JJHK,
MMMYHHBIH OTBET KJeTKU criycTs 10-20 neT nmocne Havana
paaualMoHHOrO BO3JCHCTBHs. Panee HaMu OBIJIO yCTaHOB-
JIEHO, YTO B OTJAJICHHbIE CpOoKH (Oosee 60 JeT) y JuIl, moa-
BEPTIINXCS XPOHMUECKOMY PaIHalliOHHOMY BO3/IEHCTBHIO B
JuarazoHe cpeaHux u Beicokux 103 (0.1-4.5 I'p), Habmrona-
ercs cHkeHne cofepxkanns MPHK antnanonrosHoro rena
BCL2 o cpaBaeHuto ¢ HeoOmyueHHBIME ToapMu (Hukudo-
poB u 1ip., 2019).

M3meHeHHe 3KCIpeccuy reHOB, KOJUPYIOIIUX pa3inyHbIe
(hepMEeHTHI, a TaK)Ke PErYIATOPHBIC OCIKH, MOXKET IPUBO-
JIUTH Ha MOJICKYJIIPHOM YPOBHE K M3MEHEHHUIO KOJIMYECTBA
AKTHBHBIX ()OPM KHCIIOpPO/A, HAPYIICHHUIO OallaHca MEXIy
MIPO- ¥ TIPOTUBOBOCTIATUTSILHBIMH ITATOKMHAMHU U XEMOKH-
namu (Barnes, Karin, 1997). OnHako cieayeT y4uTHIBaTh,
YTO MOMHMO K30TCHHBIX (DAKTOPOB OKPYKAIOLICH Cpe/ibl, B
TOM YHCJIe HOHU3UPYIOIIETO H3ITyYeHHs, Hd YPOBEHB TPAHC-
KPHITIMOHHOW aKTUBHOCTH T'€HOB MOT'YT BJIMSITh 9HJIOTEHHBIC
(renetnueckue) haxkropel. B CBA3M ¢ 9TUM 7151 yCTaHOBIICHUS
PO HOHU3UPYIOMIETO U3TYYCHUS B I3MEHEHHIH TPAHCKPHII-
IIMOHHOW aKTMBHOCTH T€HOB B OTJAJICHHOM IIEpHO/Ie HE00XO0-
JIIMO YYUTBIBaTh BKJIAJ] TCHETUYECKON KOMIIOHEHTHI.

B mocnenHue necATUiIeTHS OTHOHYKIJICOTHIHBIN MOIH-
mopdusm (OHIT) akTrBHO HCcieayeTcs B KadecTBE MapKepa,
ACCOIMUPOBAHHOIO C pa3InYHbIMU 3a00seBanusamu (Visscher
etal., 2012; Tan, 2017). Mexanu3sm, Omaromapst KOTOPOMY IT0-
TUMOPQH3M OKa3bIBAET BIMSIHUE Ha PEHOTHII, OTIPEIEIICTCS,
B IIEPBYIO 0Yepellb, PYHKIIMOHATBHOMN POJIBIO OCTIEIOBATENb-
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Hoctu JJHK, B KoTOpOi1 0H pacmonoker. OMHOHYKICOTHAHBINA
MOJIUMOP(H3M MOXKET BIUSTH KaK Ha CTPYKTYPY ¥ aKTHUBHOCTb
MIPOYyKTa I'eHa, TaK U Ha ero KOJIUYEeCTBO.

W3 Bcex OHII, pacmoiokeHHBIX B KOTUPYIOIIUX ITOCIIe-
JIOBaTEJILHOCTSX (9K30HAX) reHa, mopsiaka 58 % sBISFOTCS
HCCMHOHUMUYHBIMU U MOTYT BJIUATH Ha q)epMeHTaTl/IBHle
AKTHBHOCTH 0€JKa, ero CTa0MIbHOCTD, CPOACTBO JUTaHIA K
oTpeieIeHHOMY O€JIKY; PUBOANTH K N3MEHEHHSIM Ipoliecca
(onunra Oenka ¥, KaK CJIEACTBHE, K HapylIeHHIM (HopMu-
pOBaHUS ero YeTBepTHYHOH cTpyKTypsl (Bhattacharya et al.,
2017). Ocransusie OHIT — ctHOHUMIYHBIE U MOTYT MO (H-
LUPOBATh YPOBEHB IKCIPECCHU OelTKa MOCPEICTBOM BIUSIHUS
Ha BTOpHYHYIO cTpyKTypy 3penoit MPHK (Robert, Pelletier,
2018), cnocodcTBoBarh Hapymenuto MukpoPHK-omocpeno-
BaHHOW peryssiuuu skcrnpeccuu reros (Brest et al., 2011).
[TomMrMO M3MEHEHHUSI YPOBHS 3KCIPECCHH, CHHOHUMHUYHBIE
OHII MoryT BO3/CHCTBOBATh HA CTAOMIBPHOCTD U CIUTAHCHHT
MPHK (Wang et al., 2015).

®enorunuaeckoe nposBienne OHII, pacmonokeHHBIX B
MHTPOHAX, 00YCIIOBJIEHO 110 OobIIel yacTH MoauduKanms-
MU, HAXOAAIUMHUCH B PA3JIMIHBIX PETYIATOPHBIX JIEMEHTaX
(Shastry, 2009). N3BecTHO HECKOIBKO BO3MOXHBIX MEXa-
HU3MOB BO3/I€HCTBUS pacnoiokeHHbIX B uHTpoHax OHII na
(enorun. K HUM OTHOCST U3MEHEHUS B PETYIISTOPHBIX 1IHC-
3MIEMEHTAX — MOJYJISIX SHXaHCEPOB M CaiJIEHCEPOB, PUBO-
JUIIIUX K ©3MEHEHHUIO CPOZICTBA TPAHC-(DAKTOPOB K ATUM dJIe-
MEHTaM U K COOTBETCTBYIOLIEH BapUallUU YPOBHS SKCIIPECCUU
(Campbell et al., 2016); BrusHEEe Ha TU(PEpEeHIHATHHYIO
9KCIIPECCHIO MAaTEPHHCKUX U OTIOBCKUX aJlIeliel U3-3a Bapua-
il B MetunupoBanun JJHK u aneTunnpoBaHuM THCTOHOB,
a TaKXE MHBIE BO3MOXHbBIE MEXAHNW3MBI BO3JICHCTBUS WH-
tpoHHbIX OHII Ha ypoBeHb SKCIIpecCcHy TeHOB, HAIPUMED 3a
CUeT O6pa30BaHlflﬂ JOTIOJTHUTCIIbHBIX XPOMAaTUHOBLIX METEJIb
(Wright et al., 2010).

Lenpro HacTOAIIErO NCCIIEJOBAaHNS OBIIIM aHATIH3 BO3JICH-
CTBUA MOHU3UPYIOUIETO U3JTYUYCHHSA B OTHAJICHHOM IICPUOIC
Ha ypoBeHb MPHK renoB STAT3, GATA3, NFkBI1, PADI4,
PETYIUPYIOMNX TPOIECCHl Mposudepanun u tuddepeHm-
POBKHM MMMYHOKOMIIECTCHTHBIX KJIETOK YCJIOBEKA, a TAKKE
OIIeHKa CBSI3M ayienbHBIX Bapuanuit 151053023, rs4143094,
1s28362491, rs874881 ¢ xonmmuectBom MPHK renoB STAT3,
GATA3, PADI4, NFkB1.

Matepwuanbl n metogbl

HccnenoBanue MpoOBOAMIN Y JIML, TOJBEPIIINXCS XPOHUYE-
CKOMY paJHalliOHHOMY BO3JECHCTBHIO B pe3yibTare cOpocoB
[TponsBoacTBEHHOTO 00BbeANHEHNUS «MasiK» KHJIKUX pajiio-
AKTUBHBIX 0TX0M0B B p.Teuy B 1949-1956 rr. Hacenenue
NPUOPEKHBIX Cell MOABEPINIOCH COYETAHHOMY BHEIIHEMY H
BHYTpeHHeMY oOiydenuto. Mcrounnkamm BHEIIHEro y-00-
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Monumopdram 1 sKkcnpeccrs reHoB NponvdepaLym
1 anddepeHUnpoBKN y 0611yUeHHbIX L,

Mpu3sHak
n=146

lpynna cpaBHeHus

O6nyyeHHble in utero
n=48

O6nyyeHHble
B MOCTHATaIbHOM Nepuoge

KymynaTtusHas BHyTpuyTpoOHas 0
no3a obnyueHuns KKM, mlp, M + SE

MpumeuaHmne. KKM — KpacHbIN KOCTHbIN MO3r; M — cpeaHas; SE — owmnbka cpeaHeit; n — KONMYeCcTBO YenioBek; | — BO3pacTHOW A1Mana3oH; 2 — AnanasoH UHAVNBN-

AyanbHbIX 3HaYeHUn [os.

Jy4deHus! ObIIIM JJOHHBIE OTJIIOKCHUSI M TIOHMEHHBIE TTOYBHI,
3arpsi3HEHHbIE PaJIMOHYKINAaMu. BHyTpeHHee obnmydyenne
OIPENIETIIOCH PAIMOHYKINAAMH, TOCTYTUBIINMH B OPTaHNU3M
C pEYHOM BOAOH M NMPOAYKTAaMH ITHTaHUS MECTHOTO IPOU3-
BozicTBa. OCHOBHBIM J103000pa3yOLIUM PAIHOHYKIIUIOM SIB-
ssncst 2°Sr, KoTopkIit, Oymyun B-u3iTydareneM, H30MpaTeIbHO
HaKaIuIMBAaJICSI B KOCTHOW TKAaHHU U JUIMTEIBHOE BPEMS BO3-
JericTBoBalI Ha KpacHbIHM kocTHBIN Mo3Tr (KKM) (ITocnenctus
paaroakTUBHOTO 3arpsizHeHus..., 2016). Panee B xoropre
00ITyYeHHBIX XHUTEJICH MPHOpexXHBIX cen p. Teun Obln ycTa-
HOBJICHBI MOBBIIICHHBIE PUCKU Pa3BUTHs JIelko30B (Schiiz
et al., 2017) u 3moxagectBeHHBIX omyxoneil (Kpectinanna u
ap., 2017).

B uccnenoBanuu npussio ydactue 309 uenosek, umero-
[IMX PEKOHCTPYHUPOBaHHYIO 703y oOmyuerust KKM mo mo3u-
merpuueckoii cucreme TRDS (Techa River Dosimetry Sys-
tem, Bepcust 2016) (Degteva et al., 2019). B ocHoBHY!0 rpy1imy
00ITydeHHBIX JIUI] BONILTO 163 "eroBeKka ¢ HHANBHYaIbHBIMA
HaKOIIEHHBIMH J103amMu oomydenust KKM, naxopsmumucs B
nuanazone 78-3510 mIp. Cpenu sTux muil 48 yenaoBek moj-
BEPIIIICH XPOHHMUYECKOMY PaJUAIlMOHHOMY BO3IEHCTBHIO B T1€-
pHOI BHYTPUYTPOOHOTO ¥ IIOCTHATAIBHOTO Pa3BUTHS (J1aiee
in utero). Cpenssist 103a BHyTpHyTpoOHOT0 00myueHus: KKM
y otux i Oba 85+ 12 MIp, cpeaHss 103a MOCTHATAIBHO-
ro obmydenust KKM pasnstnace 506+ 58 mIp. OcranbHbie
115 yenoBek U3 OCHOBHOM IPyIIIbI POJAMIMCH 710 Hauaja pa-
JIMOAKTUBHOTO 3arpsi3HEHUs P. Teun M MOIBEPIIINCH TOIBKO
MOCTHATAILHOMY OOTyUeHHUIO (CPEeHsIs TOCTHATAIbHAS 1032
obmyuyenust KKM cocrasuna 799+63 mIp). B rpynmy cpas-
HEHHs BouUIO 146 YenoBeK, MPOKUBAIOMINX B CXOMHBIX CO-
[I1aTbHO-9KOHOMHUYECKHX U XO35ICTBEHHO-OBITOBBIX yCIIOBH-
X (CeIbCKOE HACEJICHHUE), HO C HHTEHCHBHOCTBIO OOy UYCHUS
KKM, =e nmpesrrmasmieid 1 mIp/roa, 1 HAKOTICHHOH 10301
Menee 70 mIp 3a Bech epuoj CBOEH KU3HU, B COOTBETCTBUU
c. 3.1.4. HPB-99/2009 (CanunTapHsie IpaBuiia ¥ HOPMaTHBBI
CanlluH 2.6.1.2523-09). O6cnemyembie TpyMIThl BKIIOYAIH
i 000ero mosia, MPUHAIISKABIINX K JIBYM 3THHYECKUM
rpymiam: TIOpkam (Tarapbl U OalIKUpbl) U ciaBsHam (pyc-
ckue) (tabm. 1).

Ha TpaHCKpUTIIIIMOHHYIO aKTHBHOCTB T€HOB Y 00CIIe/JOBaH-
HBIX JIUII MOT'YT BJIUATH PA3JINYHBIC (baKTopr, B CBA3HU C OTUM
U3 UCCIIEIOBaHNS OBUTH MCKIFOUEHBI JIMLA, NMEIOIIHE ayTo-
MMMYHHBIE, OHKOJIOTHUECKIE, XPOHUUECKIE BOCTIAJIUTEIbHBIC

3aboneBanus B Gpaze 000CTPEHHS; MPUHUMAIOIINE IUTOCTa-
THUYECKHUE Ipenaparbl 1 aHTHOMOTHKY U IIPOXO/IMBILUE JTHa-
THOCTHYECKOE OOJIydeHHE B TEUSHHUE IIECTH MPEIIIECTBYIO-
IIAX MECSIIEB JI0 MOMEHTA B3sITHSI 00pa3lia KpOBH, a TaKkKe
BCTYIIaBIINE B KOHTAKThI C TEHOTOKCHYECKUMH (XUMUYECKH-
MH) areHTaMH B TIpo1iecce MpodecCHOHaTbHOMN TeSTeTbHOCTH.
[epen mpouenypoii 3a00pa KPOBHU BCe 00CIIEJOBaHHBIE JIUIIA
MPOXOMJIM TUIAHOBBIA OCMOTp B KIIMHUYECKOM OTIEJICHUH
VYpanbcKoro Hay4HO-NPAKTUUECKOTO LEHTPA pagualliOHHON
MeaunuHbl PeneparbHOr0 MEUKO-ONOIOTHIECKOTO areHT-
ctBa Poccun (YHIIL] PM ®MFBA Poccun) B nepuon 2016—
2019 rr. B pamMKax OKa3aHUs MEAUIIHHCKON TTOMOIIH 00Ty deH-
HOMY HaceneHuo. CortacHo JEHCTBYIOIIMM MEKITyHapOI-
HBIM HOpMaM, Bce 00CIIe/JOBAaHHBIC JIMLA AaJIH MMCbMEHHOE
MH()OPMHUPOBAHHOE COTJIaCHE HA Y4acTHE B MCCIEJOBaHUHU.
Hacrosimas paboTa mpoBoaMIIach ¢ pa3peiieHns STHYECKOTO
komutera YHIIL] PM ®MFBA Poccun.

MeTonoM NoaMMEpPa3sHOW LENHOW pEeaKkuu B pPEealbHOM
Bpemenu (ITL[P-BP) onennBany TpaHCKPUIIIMOHHYIO aKTHB-
HOCTh TeHOB STAT3, GATA3, NFkBI1 u PADI4. O6pa3is
BEHO3HOU KPOBH OT MarrieHToB B iepron 20162019 rr. cobu-
panu B BakyymHbIe pobupku Tempus Blood RNA Collec-
tion Tubes (Applied Biosystem, CIIIA). Beinenenue HaTHB-
Hoit PHK ocymiecTBisimocs 1160 cpasy mocie cTabniIn3aiimg,
160 mocie xpanenust oopasos npu —80 °C.

Okerpakuuto PHK BbITIONHSIM ¢ HCTIOAB30BAaHHEM KOMMED-
yeckoro Habopa GeneJET Whole Blood RNA Purification Kit
(Thermo Scientific™, CIIIA) B COOTBETCTBUH C IPOTOKOIOM
(upmbI-niponsBoures. MHpopMalmo 0 KOHIEHTpAMU |
YHCTOTE BBIIENEeHHBIX 00pa3oB PHK nomydanm ¢ momomsio
cnekrpodoromerpa NanoDrop 2000C (Thermo Scientific,
CIIA). CooTHollleHHEe ONTHYECKUX IUIOTHOCTEH, H3MEpeH-
HBIX 1ipu A260/280 mna ounmennoit PHK, Briaenennoi u3
BCEX 00pa3noB KpoBH, cocTaBuio 2.1+0.02.

Peakiuio ooparnoit Tpanckpuniuu (OT) mist cunTe3a
xomruremenTapaoit JIHK (x/IHK) ocymecTBisiim ¢ ncnois-
30BaHKEM rotoBoro Habopa pearenroB High-Capacity cDNA
Reverse Transcription Kit (Applied Biosystem, CILIA), co-
JIepIKaIero peKOMOMHAHTHYIO OOpaTHYIO TPAHCKPHUIITA3y
M-MLV (Moloney Murine Leukemia Virus), ciyuaiinsie
reKca- 1 HaHOHYKJICOTHIHBIE TpaiiMepsl, cMech ANTP u Oy-
tep OT. CornmacHO MPOTOKOITY TPOMU3BOTUTEIIS, IJIST CHHTE3a
kIHK ncnons3oBanu 10 mxi toransHoi PHK.
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Tabnuua 2. XapakTteprcTrka NpaiMepoB 1 30HA40B ANA onpefeneHna cogepaHusa MPHK

leH Mpaimepbl 1 30HAbI (ANUHA, N.H.) Tm

NFkB1

CCbIIKM Ha MULLEHN
(TpaHckpunTbl) N3 pecypca NCBI

GC,% Pasmep

AMMJIKOHa, M. H.

70 NM_003150.3
86 ............................ N M_0010022951 ............................
............................... 107NM_0123872
66 ............................ N M_00”654121 ............................
64 ............................ N M_0040482 ..................................

MpumeuaHue. F - npamoii npaiimep; R — o6paTHbIii npaiimep; Probe — 3oHpa; Tm — Temnepatypa nnasneHus; GC, % — npoueHT copepxaHna GC-nap.

Tabnuua 3. Xapaktepuctnka nonumopdHbIX yuacTkos reHoB STAT3, GATA3, NFkB1, PADI4

leH MNonumopdurzm Annenb
57'A7'3 ...................... r 510530231_/(: ................................
GATA3 ..................... r 54143094A/c ...............................
Nka ...................... r 528362491 .............................. D e|/ATTG ......................
pAD/4 ...................... r 5874881G/C ...............................

PacrnonoxeHue’ Mosnuuma’
........... 3 UTRChr1742313598
........... M HTpOHchr108047]73
........... |/| HTpOHchr4‘|02500998’|02501005
........... 5 UTRchr117334004

" Mo faHHbIM NoNHOreHOMHOW Ga3bl gaHHbIX 1000Genom, Bepcna GRCh38.p12 (www.ncbi.nim.nih.gov).

Ananu3 conepsxanusi MPHK BbIOMHSIM METOIOM KOJIU-
yectBeHHOM [1LIP-BP ¢ ncnonb3oBaHnneM KOMMEpPUECKUX Ha-
6opos TagMan (Applied Biosystem, CIILIA). XapakrepucTtrka
paiiMepoB 1 30H/0B, UCTIOIb3YEMBIX JUT OLIEHKH IKCIIPECCHN
MPHK, npusenena B Tabm. 2.

Jnist osrydeHnst CTaTUCTUYECKN 3HAYMMBIX PE3yNbTaToB
Ka)K/TyI0 PEaKIIHIO BBIMONHSIIH B TPEX MOBTOPAX C UCIOIb30Ba-
HHEM OTpPHIIATeIbHOI0 KOHTpOJIs Ha ipudope StepOnePlus™
Real-Time PCR (Applied Biosystem, CILIA). TemneparypHbIit
pexuM: 1 UK ipeBapuTebHas AeHarypaiws 95 °C/10 muH,
nanee 50 nuknos: 95 °C/15 ¢, 60 °C/1 muH. JlaHHbIC aHAIIN-
3UpoBay ¢ ucnonb3oBanueMm Metona AACt ¢ Hopmanmzanuen
T10 9KCIIPECCUU T'€HA «JIOMAIITHETO X035HUCTBa» B2M B KaXKI0M
obpasrie.

Ot60p OHII, Bomenmux B UCCIICIOBAHNE, POBOIIIIN HA
OCHOBE aHaJln3a MHTepHET-0a3 JTaHHbBIX TOJTHOTCHOMHBIX HC-
criemoBanmii (Www.hapmap.ncbi.nlm.nih.gov) i 6a3s! JaHHBIX
OJTHOHYKJICOTHTHBIX nonmumopduimoB (www.snpedia.com).
[Tpu or6ope yuutsiBanuck pacnonoxenue OHIT u norexuu-
aJbHasi BO3MOKHOCTB €T0 BIMSIHUSI Ha TPAHCKPHUIIIMOHHYTO
AKTHBHOCTH 'eHOB (Tabm. 3).
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st renotunupoBanus ucnonb3obanu JJHK, Beinenennyo
n3 3amopokeHHBIX TpH —80 °C 00pa31oB KpoBH. DKCTPAKIUIO
JIHK u3 nenbHON KpOBH OCYIIECTBIISIIM ¢ UCIONB30BaHHEM
koMmIuiekTa peareHToB st BoigenaeHuss JJHK ExtraPhen
(ATT -buotex, Poccus). KonmnyecTBeHHYIO M Ka9eCTBEHHYIO
oreHKy oOpasmnoB JJHK mocne sKCTpakuu BEITONHSIN C
nomotipio criekrpodoromerpa NanoDrop 2000C (Termo
Scientific, CIIIA).

lenoTunMpoBanme 00pas31oB U JETEKIHUIO PE3YIIBTaTOB ITPO-
BOAMJIM METOJIOM TIOJIMMEPA3HOU 1IENTHOM peaklnu B pealib-
HOM BpeMeHH Ha npudope Applied Biosystems StepOnePlus
(CIIA) ¢ ncrionp3oBaHHEM HaOOPOB peareHTOB, BKIIIOYAIO-
IIMX TpaiiMepsl 1 30H1b1 U1 reHotunuposanus (« Tectleny,
Poccus). Xapaxrepuctrka mpaitMepoB 1 30HI0B 715 TEHOTH-
MTMPOBAHMS TIPUBEACHA B Ta0I. 4.

AMIUTMUKALNIO OCYIIECTBIISUIM COIACHO MHCTPYKIIMU
MIPOM3BOJUTEIISI K KOHKPETHOMY Habopy. B kadecTse oTpuma-
TEJBHOTO KOHTPOJISI UCTIOIB30BANIN JEHOHU3UPOBAHHYIO BOY.

Craructuyeckyto o0OpabOTKy MOJIyYEHHBIX Pe3yJbTaToB
TIPOBOAMIIH C TOMOIIBIO TTAKEeTOB IMporpamm Statistica 10.0 u
WinPepi for Windows Bepcust 11.65, mpoBepky HOpMaIbHOCTH
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Ta6nuua 4. MNocnenoBaTesibHOCTM NPANMEPOB 1 30HA0B AN
NpOBeAEeHNA reHOTUMNMPOBaHMA

[eH, nonu- Mpanmepbl 1 30HAbI (ANNHA, N.H.)

Mopdur3m

STAT3 F: 5'-GGTCTTAACTCTGATTGTAG-3'(20)

LG1053093 T e e

MpumeuaHue. F - npamoii npaiimep; R — o6paTHbI npaiimep; Probe — 30oHA.

pacnpenenenus konuuecrsa MPHK — ¢ npuMenenuem kpure-
pust Kommoroposa—CwmupHoBa. [lonydeHnHoe pacnpeneneHue
MEPEMECHHBIX OTIINYaJI0Ch OT HOPMAJIbLHOI'O, B CBA3U C OTUM
ncIoNb30BaIM HenapameTpuueckuil U-kpurepuit Manna—
Yutau. CpaBHEHHE 4aCTOT FEHOTUIIOB MEXTy STHHYECKHUMHU
rpyImiamMu BBIITOJIHATIN C MPUMCHCHUEM CTaTUCTUYCCKOIO KpU-
Tepus 2 [Tupcona. YpoBeHb CTaTHCTHIECKOM 3HAYMMOCTH TIPH
OLIEHKE HKCIIPECCUU TeHOB cO0TBeTCTBOBAN p = (.05 1 MeHee,
nipu ouienke cBsizu OHII ¢ sxcnpeccueii reHos — p = 0.01 u
MEHee.

Pesynbtatbl

IIpoBenennsrit anamu3z MPHK y Bcex 0OTydeHHBIX JIUI] CBH-
JIETEeIHCTBOBAJ O CHIDKeHHH conepykanus MPHK rena NFkB1
u noeieHun koauuecrsa MPHK rena PADI4 0OTHOCUTEIIBHO

2020
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Monumopdram 1 sKkcnpeccrs reHoB NponvdepaLym
1 anddepeHUnpoBKN y 0611yUeHHbIX L,

TpYIIBI CpaBHEHU. Te ’ke 3aKOHOMEPHOCTH PErUCTPUPOBA-
JIMCH B TPYIIIIE JIUII, OOTy4EHHBIX B IEPHOJ BHYTPUYTPOOHOTO
Y TIOCTHATAJIBHOTO PA3BUTHUS, U B TPYIIIIE JIFOJCH, OOy YeHHBIX
TOJILKO B IEPHO]T IIOCTHATAIIBHOTO pa3BUTHs (TA0I. 5).

AHanu3 cpaBHEHHs] MEIUaHHBIX 3HAYCHUH KOJIMYECTBA
MPHK uccnenyeMbix reHOB y NMpencTaBUTENEH Pa3IndHbIX
STHUYECKUX TPy (TIOPKOB U CJaBsiH) B TPyIIIe OOIyUYeH-
HBIX JIMIl U TPYNIE CPAaBHEHUS HE BBIIBHI CTAaTHCTHUYECKH
3HAYMMBIX paznuuuii (Tadsm. 6). Pacnpenenenne gactor mno-
JUMOPQHBIX JOKYCOB HMCCIIEyEMBIX T€HOB Y OOJIyYEHHBIX
JIMIT TIOKa3aHo B Tao. 7.

B sTHHYeCKHUX rpyNnax ciaaBsH U TIOPKOB paclpeelieHUe
TEHOTHUIIOB ISl BCEX MOJIMMOPQHBIX yYaCTKOB COOTBETCT-
BOBAJIO OKHMAEMOMY, COITIACHO 3aKoHy Xapan—BaitaOepra,
3a MCKIIIOUYEHHEM IoiauMopdHoro ydactka rs 4143094 rena
GATA3 B rpynme TiopkoB. Kpome Toro, pacnpeneneHus anie-
JIeli ¥ TEHOTHIIOB B IPYIITAax CIaBsiH U TIOPKOB HE Pa3INyalIiCh
MEXIy COOOH.

He ycranoBiieHO acconuanuil anjaeilbHbIX Bapualui
rs1053023, 154143094, rs28362491, rs874881 ¢ koanuecTBOM
MPHK renoB STAT3, GATA3, PADI4, NFkBI y 00my4eHHBIX
JIMLL B TPYIIIIE CIaBSIH, TPYIIIE TIOPKOB, & TAKXKE B O0BbEMHEH-
HOW momyisinuu (Taba. 8).

O6cyxpeHue

Hawmu BeIsSIBIEHO, uTO cmycTs 60 JeT mocie Hadana paaua-
IIMOHHOTO BO3JCHCTBUS Yy JIUI, UMEIOIINX KyMYJSITHBHbIC
10361 obnmydyennss KKM B auanazone ot 78 no 3510 mlp,
peructpupyrorcss u3MeHenus B konudectse MPHK renos
NFkBI n PADI4 1o CpaBHEHHIO ¢ KOHTPOJIBHOH TPYIIOH
(no3b1 oOmmyuennss KKM menee 70 mIp). Moaynsiumst Tpanc-
KPHITIIMOHHOW aKTWBHOCTH I'€HOB MMMYHHOTO Haja30pa pa-
Hee PerHCTPUPOBAINCH M B JAPYTUX Ipynmax O0OIydeHHBIX
mun. Tak, y Jrofnel ¢ KyMyJISTUBHBIMHU J03aMH OOydeHUs
0.1-113.35 mI'p oT TpaHCYPaHOBBIX PATHOHYKITHIOB HAOIIO-
Janach M30BITOYHAS SKCIPECCHSI T HOB IMMYHHOTO HaJ[30pa
U aIonTo3a 4epes STk JIET 1ocJjie Hadana ooyuenus (Bazyka
etal., 2018). Pe3ynprars! ncciie1oBaHAS SKCIPECCHH TEHOB Y
JIMKBHUJIATOPOB TOCIIEACTBUH aBapny Ha YepHoObUTBCKOI ADC
TaKXKe JIEMOHCTPUPYIOT MOAYIIALUIO akTHBHOCTH Oosee 100
TEHOB, BKJIFOUasi F'€HbI INTOKUHOB X MMMYHHOTO OTBETA Y JIUI]
¢ nozamu oomydenus 6omiee 400 mIp uepes 11-12 ner nmocne
HayaJia paJualuoHHoro Bo3aeiicteus (Albanese et al., 2007).

Ta6bnuua 5. Konnyectso MPHK (0TH. ea.) nccnepyembix reHOB B KneTkax nepudepryeckor Kposu
y 1L, NOABEPTLUNXCA XPOHNYECKOMY PajNaLMOHHOMY BO3LECTBUIO

leH [pynna cpaBHeHuA Bce obnyuyeHHble n1ua
STAT3 0.95% (0.57-1.43)**
GATA3 0.86 (0.58-1.38)
NFkB1 1.05 (0.57-1.66) 0.69 (0.46-1.31)
p =0.0005
PADI4 0.71(0.43-1.12) 0.83 (0.54-1.89)
p=0.003

MpumeyaHue. 3gecb U HUXe: ¥ — meauana; **

06yUeHHBIX UL, 1 TPYNMON CPaBHEHUS.

Jlnua, obnyyeHHble
TOJbKO B MOCTHATaNIbHOM Nepuroje

JNnua, obnyyeHHble in utero
1 B MOCTHaTaNbHOM nepuoae

- 25 1 75 % KBapTWAW; p — yPOBeHb CTaTUCTUYECKOWN 3HAUMMOCTI Pa3INYUA NOKasaTenen Mexay rpynnon
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and differentiation in exposed individuals

Ta6nuua 6. Konuuectso MPHK (OTH. efj.) uccnefyembix reHOB B 3aBUCHMOCTY OT STHUYECKOW NPUHAANEXHOCTI 06C1eoBaHHbIX UL,

leH [pynna cpaBHeHuA
c,—,aBﬂHe T'OPKM ..........................
pADIA 071(042-111) 071(049-113)
NFkBT 099(057-150) 117(061-185)
AT 097(056-1.40) 093(063-147)
GATAZ 089(061-137) 085(051-157)

O6nyyeHHble LA
................ C naBﬂHe T,OpK,,,
................ 0 83(046_172) 088(059_225)
................ 0 69(049_120) 070(044_138)
................ 0 84(059_134) 098(070_155)
................ 0 82(057_121) 088(065_147)

Ta6bnuua 7. PacnpeneneHme reHOTUMOB NO UuccnegyemMmbim I'IOJ'IVIMOpd)HbIM JIOKyCaMm B rpynne 06Hy‘~IeHHbIX nny

leH, MNapameTtp DTHUYecKan rpynna p-value
ronopin e Topr
. STAT3 ..................... q aCTOTa a m-, ene,;,,%(N) ..............................................
SOS0B pet mitsy @0 pooiss
AnnensC 19(35)  13018)
. q aCT OTa reH OT Mna : /o (N) .............................................
T[r ..................... 6 9(64) .......... 7 7(53)p=0426
T/C ..................... 2 5 (23) .......... 2 0 ( 14) ........
. C/ C ..................... 6 (6) .............. 3 (2) ............
p EH_W ................. 0 08 .............. O 31 ................................
. GATA3 .................... q aCTOTa a nn eneﬁl%(N) ..............................................
SN penC 73130 80(107  pooies
AnnensA  27(48) 2007
. q aCT OTa reH OT ,,,na, . A) (N) .............................................
C/C ..................... 5 3(47) .......... 6 9(46)p:0059
C/A40(36) .......... 2 2(15) ........
A/A .................... 7 (6) .............. 9 (6) ............
p EH?W ................. 1 00 .............. 0 02 ................................

leH, MapameTp JTHMYecKana rpynna p-value
nomop e Topr
NF kB; .................... q aCTOTa a ,-,,-, ene,;,, %(N) ...............................................
NN Lol sa) e pooas
Annens ATTG  48(86)  52(68)
qaCTOTa reHomna % (N) ..............................................
De|/De| ................. 2 5(22) ......... 2 0(13)p=0756
DeUATTG ~ 54(48)  55(36)
ATTG/ATTG  21(19)  25(16)
pEH_W ................... 0 5 3 .............. 0 46 ................................
pAD,4 .................... u_| aCTOTa a nn eneﬁl %(N) ...............................................
(ST AmensG  47(84)  4143)  p=0052
AnnensC 53(94)  59(77)
qaCTOTa reHomna, % (N) ..............................................
G/G ....................... 2 1(19) ......... 15(10)p:0519
G/C ....................... 5 2 (46) ......... 5 1 (33) .......
C/C ........................ 2 7 (24) ......... 3 4(22) .......
pEH?W ................... 0 8 3 .............. 0 8 0 ................................

MpumeyaHue. p-value - ypoBeHb 3HAUNMOCTIN PA3NINYKA YACTOT anneNei U reHOTUMOB MeXAy ClaBaHaMu 1 TiopKamu; pEy,_, — paBHoBecre Xapan-BaiiH6epra.

TpanckpununoHHbIe (HaKTOPBI YACTO HCHOJIB3YIOTCS B Ka-
YecTBEe KaH/AWAATHBIX MapKepOB IPU Pa3BUTHU PA3IMYHBIX
MATOJIOTHYECKUX COCTOSHUI MIMMYHHOH CHCTEMBI, OCKOJIb-
Ky UX paboTa 00ecreunBaeT MIaCTUIHOCTh IO/ ISIIIUT UM-
MYHOKOMIIETEHTHBIX KJIETOK, KOTOpasi 0TMEYaeTCsl IIPH ayTo-
UMMYHHBIX 3a00JI€BaHUSX WM 3JI0Ka4€CTBEHHBIX HOBOOO-
paszoBanusx. Harpumep, npu pa3miuyHbIX BUAAX Paka MOXKET
HAOJIOIAThCS CHIKEHUE (YHKIIMOHAIBHBIX CIIOCOOHOCTEH
CDS8"-KkJ1eTOK, (PeHOTHNMUYECKE HAYMHAIOT TPeobianaTh
T-xnerku s dexropuoit namsatu (Ty,-KneTku), B TO e Bpe-
Ml yBEJIMYEHHUE KOJIMUeCTBa T-KIETOK LIEHTPAILHON MaMsTH
(Tep) B KOPOTKOKMBYIIHX 3PHEKTOPHBIX KIETOK (Tryira)
MOBBIIIAET aKTUBHOCTH MPOTHBOOITYXOJIEBOTO NMMYHHUTETA
(DuPage, Bluestone, 2016).

Panee B rpymme oOMy4YeHHBIX KHUTENEH MPUOPEKHBIX CEN
p. Teun nHamu OblIa BBISIBIICHA KOPPENSAIMOHHAS CBA3b JKC-
npeccun reHoB NFkB 1 u PADI4 ¢ noka3zareysiMu CHCTEMHOTO
UMMYHHNTETA y OOIyUCHHBIX JINI. B 9acTHOCTH, KOITMYECTBO
MPHK koppenupoBano ¢ abcomoTHbIM uucioM B-mumdo-
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LUTOB U YPOBHAMU CbIBOpOTOUHBIX IgG 1 IgM, a konruecTBo
MPHK rena PADI4 — ¢ ”YHTEHCUBHOCTBIO BHYTPUKIIETOYHOTO
KHCJIOPOI3aBUCUMOT0 MeTabonm3Ma HelTpoduioB (AxieeB
u 1p., 2019). BeposiTHO, U3MEHEHHUST B TPAHCKPUIIIMOHHOMN
aKTUBHOCTHU TeHOB NFkBI u PADI4 MOTYT BHOCHUTH OIIpE/ic-
JICHHBIA BKJIAJ B Pa0OTY MMMYHHOH CHCTEMEI.

[TomuMoO BIMsTHYS BHEITHUX (JaKTOPOB, B TPAHCKPHITIIOH-
HOW aKTUBHOCTH I'€HOB OTPEJICICHHYIO POJIb UMEET U TeHETH-
Yyeckas KOMIOHeHTa, B yactHocTa OHI, pacmonararomnuecs B
HEKOZIMPYIOIINX 00J1acTsIX (3HXaHCEepax, JOHOPAX CIIalCHHra
W aKienTopHbIX caiirax nHTpoHoB). Takue OHII cnocoGHbI
BIIMSITH HAa YPOBEHb 3KCIPECCHU T€HOB ITyTEM M3MEHEHUH B
caiftax CBSI3bIBaHUS, 0Opa30BaHMs HOBBIX CAWTOB MIIH M3Me-
HEHHsI CTENEHHU CPOJCTBA PA3IHUYHBIX TPAHCKPHUILIMOHHBIX
(hakTOpOB K ompesieneHHbIM caiitam csi3piBanns JJHK. OnHa-
KO B HACTOSIILIEM UCCIIEIOBAHUU HE YCTAaHOBIIEHO aCCOLUAINN
ayuienbHbIX Bapuanuil rs1053023, rs4143094, rs28362491,
rs874881 ¢ xommuectBom MPHK renoB STAT3, GATA3, PADI4,
NFkB1 y oOy4eHHBIX JIHII.
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Ta6bnuua 8. OueHka BnuAHMA OHIM Ha TPaHCKPUMNLMOHHYIO0 aKTUBHOCTb FreHOB Y 06/1yUYeHHbIX JInLy
eH, Mopenb [eHoTMN O6beanHeHHan CnaBsaHe Tiopkn
nonumopdnsm nonynauna
Kon-so MPHK, p Kon-Bo MPHK, p Kon-Bo MPHK, p
meanaHa 25-75 % meamaHa 25-75 % meamaHa 25-75 %
STAT3 KogomuHaHTtHaa  T/T (109/58/51) 0.95(0.60-1.46) 046 1.02(0.59-1.36) 0.87 0.93(0.60-1.53) -
rs1053023 T/C(36/23/13) 1.08 (0.67-1.43) 0.96 (0.64-1.40) 1.25(0.97-1.46)
C/C(7/5/2) 0.84 (0.60-1.34) 1.04 (0.77-1.34) -
[omnHaHTHaA T/T (109/58/51) 0.95(0.60-1.46) 0.79 1.02(0.59-1.38) 0.85 0.93(0.60-1.52) 0.28
T/C-C/C (43/28/15) 1.04 (0.66-1.40) 0.96 (0.64-1.40) 1.17 (0.71-1.46)
PeueccmBHas T/T-T/C(145/81/64) 0.96 (0.62-1.46) 0.56 1.02(0.62-1.39) 0.83 0.96 (0.69-1.49) -
C/C(7/5/2) 0.84 (0.60-1.34) 1.04 (0.77-1.34) -
GATA3 KogomuHaHntHaa C/C(109/58/51) 0.85(0.65-1.16)  0.24 0.82(0.64-1.09) 0.97 0.91 (0.66-1.60) 0.77
rs4143094 A/C (49/35/14) 0.74 (0.59-1.38) 0.80 (0.61-1.54) 0.68 (0.46-0.74)
A/A (13/6/7) 1.20 (0.44-1.49) 0.79 (0.36-2.03) 1.21 (0.67-1.49)
HomnHaHTHasA C/C(109/58/51) 0.85(0.65-1.16)  0.59 0.82(0.64-1.09) 0.44 0.91 (0.66-1.60) 0.10
C/A-A/A (43/28/15) 0.76 (0.53-1.47) 0.80 (0.59-1.54) 0.69 (0.49-1.15)
PeueccrBHas C/C-C/A (134/77/58) 0.81(0.64-1.21) 0.51 0.80(0.65-1.09) 0.89 0.76(0.65-1.21) 0.29
A/A (13/6/7) 1.20 (0.44-1.49) 0.79 (0.36-2.03) 1.21 (0.67-1.49)
NFkB1 KogomuHaHTtHasa Del/Del (31/19/12) 1.09(0.50-1.92) 0.50 1.14(0.66-1.92) 0.19 0.82(0.43-1.89) 0.22
rs28362491 Del/ATTG (79/45/34) 0.85(0.51-1.39) 0.82(0.53-1.44) 1.01 (0.51-1.27)
ATTG/ATTG (34/18/16) 1.05 (0.53-1.36) 0.68 (0.43-1.28) 1.24 (0.89-1.67)
[loMHaHTHasA Del/Del (31/19/12) 1.09 (0.5-1.92) 0.78 1.14(0.66-1.92) 0.25 0.82(0.43-1.89) 0.71
Del/ATTG-ATTG/ATTG  0.99 (0.53-1.39) 0.77 (0.46-1.39) 1.09 (0.56-1.54)
(113/63/50)
PeueccmBHas Del/Del-Del/ATTG 0.96 (0.51-1.54) 0.44 0.87(0.53-1.57) 0.17 0.98(0.5-1.3) 0.11
(110/64/46)
ATTG/ATTG (34/18/16) 1.05 (0.53-1.36) 0.68 (0.43-1.28) 1.24 (0.89-1.67)
PADI4 KogomunHaHtHaa  G/G (29/19/10) 0.75(0.44-1.07) 0.09 0.75(0.44-0.99) 0.36 0.75(0.33-1.42) 0.30
rs874881 G/C(79/46/33) 0.82 (0.45-1.37) 0.80 (0.46-1.37) 0.91 (0.45-1.44)
C/C(46/24/22) 0.60 (0.39-0.93) 0.66 (0.39-0.90) 0.57 (0.39-0.93)
HomnHaHTHaA G/G (29/19/10) 0.75(0.43-1.07) 0.85 0.75(0.44-0.99) 0.99 0.75(0.33-1.42) 0.55
G/C-C/C(125/70/55) 0.67 (0.44-1.21) 0.69 (0.41-1.21) 0.64 (0.44-1.19)
PeueccusHasn G/G-G/C(108/65/43)  0.78(0.45-1.32)  0.04 0.78(0.46-1.16) 0.14 0.91(0.44-1.44) 0.12
C/C (46/24/22) 0.60 (0.39-0.93) 0.66 (0.39-0.90) 0.57 (0.39-0.93)
3aKnyeHue exposed to radiation. Rossiyskiy Immunologicheskiy Zhurnal = Rus-

Taknum 00pa3oM, y JIHIL, MOJBEPTIINXCSI XPOHUIECKOMY aBa-
pPHUIHHOMY paJHallMOHHOMY BO3/ICHCTBHIO, HAOMIOAIOTCSI CHH-
xenne xonuaectsa MPHK rena NFkBI v noBblIeHHE KOTH-
yectBa MPHK rena PADI4 OTHOCUTENBHO IPYIIIIbI CPAaBHEHHUS.
He BbIsiBIeHO BIusHUSA ajulenbHBIX Bapuauui rs1053023,
rs4143094, rs28362491, rs874881 na xommuectso MPHK
reHoB STAT3, GATA3, PADI4, NFkB1 y oOMyq9eHHBIX JIHII.

C ydyeToM MajOi YMCICHHOCTH OOCIIEOBaHHBIX JIMI] 110
M3Y4YEeHHBIM NOJIMMOP(HBIM ydacTKaM pe3yibTaThl HCCIe0-
BaHUSI SIBIISIOTCSI IIPE/IBAPUTEEHBIMHU M TPEOYIOT asTbHEHIIIEH
MIPOBEPKH C YBEIMYCHNEM 00beMa BHIOOPKH.
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[TpuYmHbI 17100/ IbHBIX BBIMUPAHU B UICTOPUM KU3HN:
(aKThbI U TUTIOTE3bI

T.M. Xae6opaposa @,
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AHHoTauuA. ManeoHTONOr XxapakTepusytoT rnobanbHble BbIMUPaHUA Ha 3emnie Kak notepto ~3/4 cylecTsyioLye-
ro 6ropa3Hoo6pasnA Ha 6osbLLEN YacTM 3eMHOTO LWapa 3a OTHOCUTENIbHO KOPOTKUI reosiorMyeckuii MpoMexXyTok
BpemMeHu. B naneoHTonornyeckon netonncu 3emnu, onucbiBatoLe nepnog daHeposon (~500 MH NeT), LOKYMEH-
TUPOBAHO Kak MUHMMYM MATb TakUX rnobanbHbiX BbIMUPAHMIA: ~65, 200, 260, 380 1 440 MnH neT Hasad. CyLiecTBytoT
[aHHble O BO3MOMHOCTU rNobanbHbIX BbIMMpPaHWiA B 6onee oTAaneHHble neprofbl XMU3HM Ha 3emne — B No3gHem
kembpun (~500 MNH neT Ha3ag) v 3guakapumn (bonee 540 miH neT Ha3aa). O6Lero MHEHUA O MPUYMHAX UX BO3HUK-
HOBEHMA [0 cuX nop He chopmmpoBaHoO. B HacToALem 0630pe cMcTeMaT3nPOBaHbl JOKYMEHTMPOBaHHbIE daKTbl
rno6anbHbIX BbIMUPAHUI CIIOXKHBIX GOPM >KU3HWU Ha 3emsie C MOMEHTa UX BO3HMKHOBEHMS B 3AMakapum u go co-
BpeMeHHOro nepuoga. PaccmaTprBaloTcad BO3MOXKHbIE MPUUYNHBI X BO3HUKHOBEHUA C TOUKM 3PEeHWA BO3ENCTBUA
abuoreHHbIX GakTOpPOB, NiaHeTapHbIX UM aCTPOHOMUYECKIX, U NOCNeACTBUN UX AeACTBUA. AHaNM3MpPYOTCA AaH-
Hble «3a» W «MPOTUB» rMMNOTE3bl MEPUOANYHOCTI MAaCCOBbIX BbIMUPaHUIA 61uopasHoobpasna MOpcKon 61oTbl B da-
Hepos3oiickuii neprog. ObcyxpatoTca GakTbl, MO3BONAOLME BbICKa3blBaTb MMNOTE3bl O HAIMYUN [OMOIHUTENbHBIX
MeXaHV3MOB BO3HVUKHOBEHMWA KPU3MCOB B 3BOMOLMM CITOKHBIX GOPM »KU3HW Ha 3emsie, CBA3AHHbIX C Pa3fvyHbIMU
BHYTPEHHUMU GUOTMYECKUMY PpaKkTopamMu. Pa3BrBasa TeMy BHYTPEHHUX NPUUYMH NEPUOLNYHOCTY U NPEPLIBUCTOCTN
SBOJIIOLMOHHOTO NPOLIECCa, Mbl BbICKa3blBaeM COOCTBEHHYI0, OPUMMHANbHYIO FMMNOTe3Y, COrlacHO KOTOPO rnobasb-
Hble BbIMUPAHWS ABMIAIOTCA OTPAXKEHMNEM CJIOKHON ANHAMUKM N3MEHEHUS YPOBHA Gropa3HOoObpasns Ha 3emne 1
cnefcTememM peHomeHa 61ctabunbHOCTU. TOT PeHOMEH BO3HMKAET TONbKO B SKoCcUcTeMe, 60nbLuas YacTb OpraHus-
MOB KOTOPOW pa3MHOXaeTcsA NofoBbiM NyTem. [laHHasA rmnoTtesa roBopuT O TOM, 4To, e/t 6bl jaxke He BbINo HUKaKMX
rnobanbHbIx KaTacTpod abUOTNYECKOro XapaKTepa, KPU3KNCbl B Pa3BUTUN 61OTbI BO3HMKanm 6bl Bce paBHO. OfHaKo
rmnoTesa He VCKIIIOYAET, YTO B ONpeAeneHHble MOMeHTbI BpeMeHy 61oTa 3emnu noasepranach MOLHbIM BHELWHAM
BO3[eNCTBUAM, OKa3aBLUUM CYLLEeCTBEHHOE BMAHME Ha ee AalbHelillee pa3BMTME, YTO HALLMO OTPaXXeHUe B KOH-
KPETHbIX MaNeoHTONOrMYECKNX JaHHbIX.

KnioueBble cfioBa: NaneoHToNOrMyeckasa neTonmcb 3emnu; 3BONLUMA MobanbHbIX SKOCUCTEM; MacCoBble BbIMUPA-
HUA; [UHAMUYECKME CUCTEMbI; CITIOXKHAA JMHAMMKA; NEPUOANYHOCTb; MOAENMPOBaHME.
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Causes of global extinctions in the history of life:
facts and hypotheses

T.M. Khlebodarova,|V.A. Likhoshvai

Institute of Cytology and Genetics of Siberian Branch of the Russian Academy of Sciences, Novosibirsk, Russia
® e-mail: tamara@bionet.nsc.ru

Abstract. Paleontologists define global extinctions on Earth as a loss of about three-quarters of plant and animal
species over a relatively short period of time. At least five global extinctions are documented in the Phanerozoic
fossil record (~500-million-year period): ~65, 200, 260, 380, and 440 million years ago. In addition, there is evidence
of global extinctions in earlier periods of life on Earth — during the Late Cambrian (~500 million years ago) and Edia-
caran periods (more than 540 million years ago). There is still no common opinion on the causes of their occurrence.
The current study is a systematized review of the data on recorded extinctions of complex life forms on Earth from
the moment of their occurrence during the Ediacaran period to the modern period. The review discusses possible
causes for mass extinctions in the light of the influence of abiogenic factors, planetary or astronomical, and the
consequences of their actions. We evaluate the pros and cons of the hypothesis on the presence of periodicity in the
extinction of Phanerozoic marine biota. Strong evidence that allows us to hypothesize that additional mechanisms
associated with various internal biotic factors are responsible for the emergence of extinctions in the evolution of
complex life forms is discussed. Developing the idea of the internal causes of periodicity and discontinuity in evolu-
tion, we propose our own original hypothesis, according to which the bistability phenomenon underlies the complex
dynamics of the biota development, which is manifested in the form of global extinctions. The bistability pheno-
menon arises only in ecosystems with predominant sexual reproduction. Our hypothesis suggests that even in the
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absence of global abiotic catastrophes, extinctions of biota would occur anyway. However, our hypothesis does not
exclude the possibility that in different periods of the Earth’s history the biota was subjected to powerful external
influences that had a significant impact on its further development, which is reflected in the Earth’s fossil record.
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BBepeHune

[TaneonToNOTH OMpEnENAIOT MI00ATbHBIE BEIMUPAHHS Ha
3emiie KaK MOTEPIO Mopsifka 3/4 CyIIecTBYIOIIEro OHopas-
HOOOpa3us 32 OTHOCUTEIHHO KOPOTKHUI T€0IOTHUECKU TIPO-
MEKYTOK BPEMEHH, €CJIN 3TOT MPOLIECC TPOTEKA Ha BCEM HITH
MOYTH BCEM 3€MHOM I11ape. B najeonTonorndeckoii jetonucu
3eMIiIH, OMHCHIBaONIeH 310Xy ¢aneposos (~500 MiH IeT),
JIOKyMEHTHPOBAHO KaK MHHUMYM IIITh TaKUX II00aJIbHBIX
BBIMMPAHUI: Ha TPaHMIIAX MeNa U maneoreHa (~65 MIH JneT
Ha3a1), FOPCKOTo meprona u Tpuaca (~200 MiH JeT Hazan),
nepmMu 1 Tpraca (~260 MIIH JeT Ha3an), B TO3/HEM JICBOHE
(~380 MuH et Ha3aJ) ¥ HA TPAHMIIE OPJOBHKA U CHIypa
(~440 mutH neT Ha3am). DTH AT BRIMUPAHUA BIIEPBBIE OBLTH
OIMCAaHBI KaK BEJIMKHE NPU aHaJIN3€ NCKOMAeMbIX OKaMeHe-
JocTeit 6osiee ueM 36 ThIC. POIOB MOPCKUX OECIIO3BOHOYHBIX
1 TI03BOHOYHBIX, KOTOPBIE TPEJCTAaBICHBI B 0a3e JaHHBIX,
coznanHoi D.M. Raup u J.J. Sepkoski (1982). HexoTopsimu
MCCJICZIOBATEIISIME COBPEMEHHBIHN MEPUOJ1 O3UIIHOHUPYETCSI
KaK «IIECTOEe» MAaCCOBOE BBIMHUPAHHE. DTO MHEHHE CIIOXKH-
JIOCh Ha OCHOBAaHMH OIICHKH CKOPOCTH UCYE3HOBEHUS BUIOB
JKMBOTHBIX M PaCTEHUM B HACTOSIIIMK NEPHOJ, KOTOpasi OKa-
3aJ1aCh CPAaBHUMOH C TAKOBOII B I€PHOABI ITT00ATBHBIX BEIMHU-
paHuii, OLIEHEHHBIX HA OCHOBE MMAJICOHTOJIOTUUECKHX TAHHBIX
(Barnosky et al., 2011; Ceballos et al., 2015).

B nocneanee necstuiieTHe CNUCOK NIOOATBHBIX BBIMHUPA-
HUH CIOKHBIX (DOPM JKU3HH Ha 3eMIle, BBISBICHHBIX Ha OC-
HOBC HCKOIIACMBbIX HTAHHBIX, ITOIIOJIHHUJICA. TlossBUIHCH JaH-
HBIE O TOM, YTO B 0o0Jiee OTHAAJICHHBIE NEPHOJbI KU3HN Ha
3emiie — mo3aHeM KeMOpun (~500 MITH JIeT Ha3a[) U dIuaKa-
puu (> 540 muH ner Hazan) (Gill et al., 2011; Darroch et al.,
2015) — maccoBble BRIMHpaHHS HECIU TII00ATBHBINA XapaKkTep.
BreiMupanue B pauakapui MO3UIIMOHUPYETCSl KaK IEepBOE
MaccoBO€ BBIMHPAHME CIOKHBIX ()OPM B MCTOPHH IKU3HH
(Darroch et al., 2015). PaccMotprm cymiecTByromue (haxTsl
W THIIOTE3bI O IPUUMHAX TI00AIBHBIX BRIMUPAHHUH.

MaccoBble BbIMpaHuA

KaK pe3ynbrart rnobanbHbix KatacTpod
abuoTnyeckoro XapaKTtepa

Jliist GONBIIMHCTBA «BEIMKHAX BBIMHPAHUID, 3apErHCTPUPO-
BaHHBIX B IaJICOHTOJIOTMYECKON JICTOIMCH 3EMJIH, OIHCaH
Ha0Op aOMOreHHBIX (aKTOPOB, KOTOPbIE MOTIIN Obl OBITH HX
MPUYHHON. DTO HE KacaeTcs NCYe3HOBEHHs OnopazHooOpa-
3us B mo3nHeM aauakapun (Xiao, Laflamme, 2009; Buatois
et al., 2014; Darroch et al., 2015), mo3gaem kemoOpuu (Gill et
al., 2011) u B coBpemennsIii mepuon (Barnosky et al., 2011;
Ceballos et al., 2015).

K Hanbonee n3BecTHHIM aOMOTEHHBIM (haKTOpam, KOTOphIe
CBSI3BIBAIOT C DKOJOTMYECKUMH KaTacTpo(paMu, OTHOCSATCS:
maJicHue actepouna ~65 mutH siet Hazaxa (Alvarez et al., 1980,
1981; Schulte et al., 2010; Kaiho, Oshima, 2017), By;ikaHu-

408

YecKasi aKTHBHOCTh ¥ I100aibHOE noTeruieHue ~200 MITH jieT
Hazan (Marzoli et al., 1999; Whiteside et al., 2010; Blackburn
etal.,2013; Thibodeau et al., 2016; Miller et al., 2017; Percival
et al., 2017; Heimdal et al., 2018), TparnoBbie U3BEepIKEHUsI
~260 v et Hazan (Huey, Ward, 2005; Wignall et al., 2009;
Rampino et al., 2017), a Taxxe Tio0aIpbHOE TOXOIONAHUE —
onenenenue [onnBanbl ~440 muH net Hazaz (Sutcliffe et al.,
2000; Sheehan, 2001; Finnegan et al., 2011, 2012; Sheets
et al., 2016). OTu ABICHUS U MX MOCICICTBHS, CBI3aHHBIC C
M3MEHEHUEM KIIMMaTa, MO3BOJISIOT B KAKOH-TO Mepe 00bsiC-
HUTH BEIMHPAHWS Ha TPaHMIIE MeJia 1 majeoreHa (Alvarez et
al., 1980, 1981; Schulte et al., 2010; Kaiho et al., 2016), Ha
rpaHulie opcKoro nepuoja u tpuaca (Marzoli et al., 1999;
Whiteside et al., 2010; Blackburn et al., 2013; Percival et al.,
2017), B mo3ueit nepmu (Wignall et al., 2009) n na rpanuie
opnosuka u cuiypa (Sutcliffe et al., 2000; Sheehan, 2001;
Finnegan et al., 2011, 2012; Sheets et al., 2016).

Crnemyert, OJHAKO, OTMETHUTb, YTO B IIEIIOM JOKYMEHTHPO-
BaHHbBIC BHEIIIHUC BO3JCHCTBUS B 3TH MEPUOJIBI JOCTATOUHO
Pa3HOO0Opa3HbI M €IMHON TOYKH 3PEHHS HA TIPHYMHBI TEX UITH
WHBIX BBIMUPAHUI 10 CHX IOpP HET, 0COOCHHO 3TO KacaeTcs
BBIMHMpPaHHUS B TIO37IHEM JeBOHE ~380 MIIH JIeT Hazas.

Tak, OTHOCHTENBLHO BHIMUPAHHS HA IPAHHUIIE MeJIa U T1ajieo-
reHa ~65 MIIH JIeT Ha3aJ| CyIIECTBYET IPyroil Habop JaHHbIX,
CBSI3BIBAOIIUI €T0 C K3MEHEHUEM YPOBHSI MOPSI, BEI3BAHHOTO
TEKTOHUYECKUMHU JIBWKEHUSIMH MaTepUKOBBIX TuuT (Peters,
2008) wim BynkaHudeckol akTuBHOCTHIO (Archibald et al.,
2010; Courtillot, Fluteau, 2010; Keller et al., 2010; Schoene
etal., 2015, 2019).

BriMupaHue Ha IpaHHile IOPCKOTO MepUoja W Tpuaca
~200 MJTH JIeT Ha3a1 OOBSICHSIFOT 3HAYUTEIILHBIM [TOTCILICHH-
€M KJIMMara B pe3yNbTaTe aHOMallbHO BBICOKHX KOHIIEHTpa-
U YIIIEKHUCIIOTOo raza B aTMOCc(hepe MarMaTuIecKoro Mpouc-
xoxaenust (McElwain et al., 1999; Beerling, 2002; Schaller
et al., 2011), koTOpoe MOTIIO CONMPOBOXKIATHCS IITOPMAMH,
yaapaMH MOJHHM, TTOKapaMu U OBITH HEMOCPEICTBEHHOM
MPUYXHOM 1100alIbHOTO BRIMUPaHUs Ha3eMHOW 0otk (Pe-
tersen, Lindstrom, 2012), Betbpocamu 607pmInX 00HEMOB
BYJIKAHWYECKOTo cepHucToro rasa (Bacon et al., 2013), 6bicT-
PBIM H3MEHEHHEM KJIMMaTa OT MOXOJIOJAHMsI K OTCIUICHHIO,
BbI3BAHHOMY BYJIKAHHUECKUMHU BHIOPOCAMK BHAYaIIE OOJTBIITHX
00BEMOB CEPHHCTOTO ra3a, a 3aTeM yriekucioro rasza (Guex
et al., 2016). [Tpu atom nanusie padotsl (Tanner et al., 2001)
CBUJICTEIIBCTBYIOT O CTAOMIILHOCTH KOHIIEHTPAIINH YIJICKHC-
Joro rasa B armocdepe 3emit B 3TOT nepuoy. VccienoBanus
MOCJICHUX JICT MOATBEPKAAIOT BYJIKAHUYCCKYIO TPUPOLY
KIMMAaTHYECKUX M3MEHEHUI B KOHIIE TpHUaca U MPUBOJIST
JIOKA3aTeNIbCTBA, YTO TOKCHUYCCKUN IPPEKT BYITKAHHUSCKUX
BBIOPOCOB MOXET OBITh CBSI3aH C PTYThIO — CAMBIM I'€HOTOK-
cuaHBIM drieMenToM Ha 3emite (Percival et al., 2017; Lindstrom
etal., 2019).
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BriMupanue OMOTHI B 1IO31HEH iepMu ~260 MITH JIeT Ha-
3a1, xorna moru6io 6omnee 90 % MOPCKHUX OECTIO3BOHOUHBIX,
Tak)Ke OOBACHSIOT Pa3HBIMH MPUYHHAME: HIU3KAM YPOBHEM
KHCJIOPO/Ia B TIOBEPXHOCTHBIX ciosix okeaHa (Knoll et al.,
1996; Wignall et al., 2009; Shen et al., 2011; Zhang et al.,
2018a), B TOM YHCIIC U B COYCTAHHUH C TCIUIBIM KIHMMATOM,
yOUTEJIBHBIM JJI1 MEJIKOBOJHBIX Opranu3MoB (Song et al.,
2014), 3akucnenunem okeana (Clarkson et al., 2015), cBsizan-
HBIM C BEIOPOCOM YIJICKHCIIOTO T'a3a B aTMOC(epy H COIPO-
BOKJIQIOIIMCSI OBICTPBIM INI00AJIbHBIM ITOTEIJICHUEM U KHC-
JOTHBIMU TOXKAsMH (Sun et al., 2018), a Taxoke TOXOIOIaHUEM,
3aCyIUINBOCTEIO, TUTIOKCUEH U KUCIIOTHBIMU JTOXKAIMU (Zhu
et al., 2019). Pe3ynbrarhl MATEMaTHUECKOTO MOJICTUPOBAHUS
KIMMaTHYECKUX 0COOEHHOCTEH MO3AHEN MepMHU TOAICPIKH-
BAIOT THIIOTE3y O TOM, YTO CHIDKEHHUE YPOBHS OHOpa3HOO00-
pas3us B 3TOT HEPHOJ MOIJIO OBITh CBSI3aHO C TMIIOKCHEH U
noreruieHreM okeana (Penn et al., 2018). [Toxy4ensr gonos-
HUTEIBHBIC JAHHBIC B ITOJIB3Y BYJKAHIMUECKOH IPUPOIBI OHO-
THYECKOTO Kpu3uca B no3aHei nepmu (Burgess et al., 2017;
Shen et al., 2019).

Beimupanue Ha rpaHune opaoBHKa U cuitypa ~440 miH
JeT HazaJ, Koraa rnorudiao ~85 % MOpPCKHUX OpPraHU3MOB,
TPAIUIIMOHHO CBS3BIBAIOT C TTI00ATBHBIM MTOXOJIOJAHUEM
tpormaeckoro okeana (Sutcliffe et al., 2000; Sheehan, 2001;
Finnegan etal., 2011, 2012), KoTOpoe CONMPOBOKAATOCH I1a]Ie-
HHEM YPOBHS MOPSI ¥ TIOT€PE METTKOBOAHBIX MECT OOMTAHUS
(Finnegan et al., 2012).

OnHako cymiecTBYeT MHEHHE, YTO TPUITEPOM ITOTO MO-
XOJIONIaHUS OBUIO PEe3KOe YBENIWYCHHE KOCMHYECKOW MBLIN
BO BHYTpPEHHEM MpocTpaHcTBe CONHEYHON CHUCTEMEI, CBSI-
3aHHOE C PaclajoM POIAMTEIBCKOTO Tesa L-XoHapuTa B 1nos-
ce acteponnioB ~466 MiH neT Hazax (Schmitz et al., 2019),
XOTSI HAJIMUME 3TOH cBsi3u npusHaercs He Bcemu (Lindskog
etal., 2017).

Cormacuo touke 3pernst M.H.M. Ghienne ¢ xomnmeramun
(2014), cuenapwuii 5TOro BEIMUpaHHUs ObLI CIOKHEE, BKITIOYAI
TPH JICHUKOBBIX MEPUOAA, U MPUYMHON NEPBOHAYAIBHOTO
BBEIMHPaHHUS OBIJIO HE OXJTAXKACHHE MOPSI, a TasHAE JISTHUKOB
U TIOBBIILICHNE YPOBHS MOPSI, KOTOPOE OBLIO CIIPOBOILIMPOBAHO
HaJIMYUEM B 3TOT MEPUOJ OOJIBILIOTO JIESHOTO IIOKPOBa MPH
OTHOCHTEITEHO TEIUIOM OKeaHe. I [yCKOBBIM MeXaHM3MOM BTO-
POTO UMITYJIhCa BEIMUPAHHUS CIUTACTCS CHIYKCHIE KOHIICHTpa-
LIMH KUCIIOpOJia B BOZIE, TPOM30IIIE/IIEE BO BPEMsI BBICOKOTO
YPOBHSA MOpPS 710 THKa OJICICHCHHS B MO3THEM OPIOBHKE
(Bartlett et al., 2018). B nocneanee BpeMst MpUYNHOI 3TOTO
BBIMHMPaHHUS CUUTAIOT BYJKAaHHMUYECKYIO0 akTUBHOCTH (Gong et
al.,2017; Rasmussen et al., 2019; Smolarek-Lach et al., 2019).

OTHOCHUTENBHO BBIMUPAHUS B MO3HEM JIeBOHE ~380 MIIH
net Hazaz (Sallan, Coates, 2010), 3aTpoHYBIIIEr0 B OCHOBHOM
MopcKyto OnoTy Ha MenkoBoake (Ma et al., 2016), cymecTtByer
JTIOCTaTOYHO MHOTO PA3JTUYHBIX TIPEAMTOTIOKESHIH O IPUIHHAX
€ro BO3HHKHOBEHHMs. Tak, ero CBSI3BIBAIOT C MOXOJOAAHU-
em (Huang et al., 2018; Wang et al., 2018), xoTopoe Ob110
CIIPOBOIMPOBAHO 3aXOPOHEHUEM OOJBIIOTO KOJIMYECTBA
OpraHMYeCcKOro yriiepoga U COIPOBOXKAAIOCH MaJCHHEM
KOHIIEHTPALMU yTIEKHCIoro ra3a B armocepe (Huang et
al., 2018) u nonmwkennem yposHs Mopst (Wang et al., 2018),
100aJIbHBIM TOTEIJICHUEM, KOTOPOE SIBUJIOCH PE3yJIbTaTOM
BYJIKAHUYECKOW aKTMBHOCTH M MacCOBOTO BBIOpOCa MeTaHa
B armoc(epy (Gharaie et al., 2004, 2007), yacTeIMH KJIMMa-
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TUYECKUMH KOJIEOaHUSIMH OT MOTEIICHUS! K TOXOJIOIaHUI0
(Chenetal., 2005), KoTOpBIE IPOBOIMPOBAIHICEH PA3TUIHBIMU
MPOLIECCaMu, B TOM YHUCIIE 3aXOPOHEHUEM OOJIBIIOTO KOJHU-
YeCcTBa OPraHUYECKOro yIlIepoa U TUCCOLMAlel ra30BbIX
runaparos (Chen et al., 2002), koneOaHUSIMHA YPOBHS MOPS 1
nedunmurToM Kucinopona B ero Bonax (Joachimski, Buggisch,
1993). IIpuunHO# 1€BOHCKOTO BHIMUPAHMS CUMTAIOT TAKIKE
HO’Kapbl, BOSHUKHOBEHHE KOTOPBIX OOBSCHSIOT BHICOKOI KOH-
[EHTpalnei KUcIopona B aTMocdepe  CyXUM KIMMaTOM
(Kaiho et al., 2013), Tpanmnossimu u3Bepkenusimu (Ricci et
al., 2013), magenuem actepounzos (Claeys et al., 1992) u op.
B 1ienom npusHaeTcs, 4To 3TH MPUUYUHBI 10 CHX MOP HESICHBI
(Percival et al., 2018).

Heo0XomuMo OTMETHTH MOTEHIMAJIBHYIO YHUKAIBHOCTh
OMOTHUYECKHUX KPU3UCOB B ITO3/JHEM JICBOHE 1 B KOHIIE TPHACA,
KOTOpBIE KOPPEJIUPYIOT CO CHUKEHHEM CKOPOCTH BHI000pa-
30BaHMs, a HE C YBEIMYECHHEM CKOPOCTH BeIMHpaHHs (Bam-
bach et al., 2004; Lamsdell, Selden, 2017).

OcranbHble JOKYMEHTHPOBAHHbBIE BHIMUPAHHS: B [103/JHEM
kemOpuu ~499 M et Hazax (Gill et al., 2011), B koHIIe 51Ha-
Kapus (> 540 mumH et Hazan) (Xiao, Laflamme, 2009; Buatois
etal.,2014; Darroch etal., 2015; Zhang et al., 2018b), a Taxxe
MCcUe3HOBEeHNE Onopa3sHooOpas3ms Ha 3emiie, HabmogaeMoe B
coBpeMeHHbIN nepron (Barnosky et al., 2011; Ceballos et al.,
2015), moka He CBA3BIBAIOT C MIOOAILHBIMU KaTacTpodamu
aOMOTHYECKOTO XapaKTepa.

B nocnieninee Bpemst Bee yarie 0JJHON U3 OCHOBHBIX IIPUINH
100aJIbHBIX BEIMUPAHHUN OMOTBI, B TOM YHCIIE B dIHaKapUH
(Zhang et al., 2018b), mo3agaem xkem6puu (Gill et al., 2011),
Ha rpaHHMIle OpAoBHKa U cuirypa (Bartlett et al., 2018), B mo3n-
HeM aeBoHe (Bond, Wignall, 2008; Liu et al., 2016), koHiie
nepmu (Brennecka et al., 2011; Shen et al., 2011; Lau et al.,
2016; Zhang et al., 2018a) u panneii rope (Them et al., 2018),
CUMTAIOT HEJOCTAaTOK KHciaopoxa B Boje. OQHaKo, eciu B
HO3IIHEH epMH, KaK I10JIaraoT, €ro IIPOBOLUPYET IN00aIbHOe
noreruieHue (Zhang et al., 2018a), a B mo3aHEM OpAOBHKE —
noxonoznanue (Bartlett et al., 2018), To uem OH BbI3BaH B
JpyTHe IIepHO/IbI MACCOBBIX BEIMUPAHHMIL, IIOKa HesicHO. boee
Toro, cymiecTBytoT nannslie (Darroch et al., 2015), koTopsie
MPOTUBOpPEYAT YTBEPIKACHHUIO O HATMYUH JIe(PULINTA KUCIIO-
poma B okeaHe mo3qHero »auakapus (Zhang et al., 2018b).

MepnopgnuHOCTb B UCTOPUU

rno6anbHbIX BblMMpaHVIﬁ

Heo0xomuMo OTMETHTh, YTO UCTOPHUSI MACCOBBIX BBIMUPA-
HUI XapaKTepU3YEeTCs OTHOCUTEJIBbHON LUKINYHOCTBIO, HA
KOTOPYI0 OOpaTWIM BHUMAaHHUE UCCIIEN0BATENN €Il MPH
CO3/IaHUM TIEPBOH 0a3bl JAHHBIX MO HCKOITAEMBIM OCTaHKaM
MOpcKoi 0uoThI B (hanepo3oiickuii nepuox (Raup, Sepkoski,
1984, 1986; Sepkoski, 1989). Ha BpemeHHOM TIpOMEKYTKE B
250 MITH JIET BBISIBIICHO BOCEMb ITHKOB BEIMUPAHHUS C MIEPHO-
JIMYHOCTHIO U3MEHEHUs YPOBHS OMOPa3zHOOOpa3usi MOPCKOH
O6moTHI, paBHO# ~26—27 MiH net. C Tex mop JaHHBIE 0a3bl
Sepkoski dataset (Sepkoski, 2002) Ob111 poaHATHM3UPOBAHBI
C TIOMOUIBIO PA3IMYHBIX METO/IOB IPYTHMH UCCIIEA0BATEISIMH
U TIOJTyY€HBI PE3YIbTaThl, KaK MOATBEPIKAAIOIINE HATMIHE T1e-
PHOANYHOCTH, XOTS U HEAPKO BBIPAKEHHOU, PABHOU ~27 MIIH
net (Lieberman, Melott, 2007), Tak ¥ CBHIETEIBCTBYFOIIUE O
Goree CTPOTo MEPUOANIHOCTH, COCTABIIIONMIEH ~62—63 MITH
net (Rohde, Muller, 2005; Lieberman, Melott, 2007), kotopast
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Puc. 1. InHammka pa3Hoo6pasnsa MOpCKoii 61oThl B aHepo3oe.

CBepxy yKa3aHbl OCHOBHbIe reosiornyeckue nepuopbl, cornacHo (Raup, Sepkoski, 1982); BepTriKanbHO LUTPUXOBOW NIMHMEN OTMEUEHbl BpeMeHa LWecTu rnobanb-
HbIX BbIMMPaHUIA 6MOTbI Ha 3emne: T — B NO3HeM KeMOpuu; 2 — Ha rpaHuLie OpAOBUKa 1 CUNypa; 3 — B NO3AHEM AeBOHE; 4 — Ha rpaHuLie NepmMun 1 Tpraca; 5 — Ha
rpaHuLie IOPCKOro nepriofa 1 Tpuaca; 6 — Ha rpaHuLe Mena v naneoreHa. CUHAA KprBas — CMHycouaa, YepHas Kpusas — aganTtuposaHo 13 (Rohde, Muller, 2005;

fig. 1,¢).

nposiBIIIach Ha mpomexyTke B 500 muH net (puc. 1) (Rohde,
Muller, 2005).

AHaJIOTHYHbBIE UCCIIEIOBAHMS OBUIM MPOBEACHBI C HC-
MOJTb30BaHUEM aJBTCPHATHBHBIX 0a3 manHbIX: Paleobiology
Database (PBDB) uckonaeMbix MOPCKHX O€CIO3BOHOYHBIX
(Alroy, 2008; Melott, 2008; Lieberman, Melott, 2012; Roberts,
Mannion, 2019) u 6a361 narnbix Fossil Record 2 oxamene-
JocTell MOPCKUX M HazeMHBIX opranusMos (Benton, 1995).
[TomyueHs! faHHbIE, KaK TOATBEPKIAIOIINE HATUIHNE IEPHO-
nnarocteit (Melott, 2008; Lieberman, Melott, 2012; Roberts,
Mannion, 2019), Tak ¥ OTpHULAIOLINE CTPOTYIO HUKIUYHOCTb
(Benton, 1995; Alroy, 2008).

Ha marepuane 6a3sr Fossil Record 2 (Benton, 1995) BbI-
SIBJICHO CEMb ITMKOB MacCOBBIX BHIMUPAHUI MOPCKOW OMOTHI
Ha MPOMEXyTKe B 250 MIIH JIeT, BpeMEHHOH MPOMEKYTOK
MEXJy HUMH OblT Bappupyommm ot 20 no 60 MiH Jer.
J. Alroy (2008) na marepuaine 6a3si PBDB He oOHapykui
KaKUX-JIM0O0 3HAUUMBbIX JAHHBIX B MTOJIb3Y TECOPUH MEPUOAN-
yHOCTH BbIMHpaHHi. B 10 ke Bpemst A.L. Melott (2008)
u B.C. Lieberman u A.L. Melott (2012) noarsepamiu Ha-
JUYNe JOCTAaTOYHO CTPOTOH MEPHOAMYHOCTH B ~62—63 MITH
JIeT B BO3HNKHOBEHHU MACCOBBIX BEIMUPAHUH B (haHeposoe,
KOTOpasi ObliIa yCTaHOBJICHA U IIPH aHan3e 0a3 JaHHbIX Sep-
koski dataset (Rohde, Muller, 2005; Lieberman, Melott, 2007,
2012). Iocnenuune nccnenosanus Ha Mmarepuaine Paleobiology
Database (Roberts, Mannion, 2019) nonTBepsxaatoT Han4ne
MEPHOJMIHOCTH BEIMUPAHU ~27 MITH JIET, HO OTPaHUYUBAIOT
ux cyuecrsoBanue nocieqaumu 200 miH sietT. PeanbHocTh
IUKIMYHOCTH BBIMUpAHUN C nepuojgamu B ~27 u ~62 MIH
JIET B TIOCJIEIHHE 405 MITH JIET IEMOHCTPUPYETCS U B IPYTHX
paborax (Melott, Bambach, 2014, 2017).

Crnenyet nobaBuTh, uTO Ha MaTepuaie 6a3sl Sepkoski data-
set ObUT OOHAPYIKEH eIIle OAMH ITUKII H3MEHEHHUS OHOpa3Ho00-
pasust MOpCKOit OMOTBI, KOTOPBINA MMen niepuof 140+ 15 mmH
net (Rohde, Muller, 2005), ofHaKO [UKIXYHOCTH TII00ATH-
HBIX BBIMUpaHUil B haHepo3oe B ~62—63 MiH et Opi1a 60-
Jiee CTPOTOM.

Takum o0pa3oM, Ha Marepualie pa3IMuHbIX 0a3 JAaHHBIX
pa3HBIMU YYEHBIMH B (paHEpO30€ BBISBICHO KaKk MHHUMYM
TpPY IIMKJIa B BOSHUKHOBEHWH MAaCCOBBIX BEIMUPAHUI ¢ IEpHO-
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nmamu 26-30, 62—63 u ~140 mutH et (Raup, Sepkoski, 1984,
1986; Sepkoski, 1989; Rohde, Muller, 2005; Melott, 2008;
Lieberman, Melott, 2007, 2012; Melott, Bambach, 2014,
2017; Roberts, Mannion, 2019), npudem UKI C IEPUOIOM
~27 MITH JIeT Hau0oJIee YeTKO BhIpakeH B rocienaue 200 MitH
net (Roberts, Mannion, 2019).

BBumy 3TOr0 BO3HHKACT BOIMPOC, CYMIECTBYET JIU CBS3b
MEX1y HaOJIFoacMOl MEePUOJUYHOCTRIO B pa3sHOOOpa3uu
3eMHOI OMOTHI M TEMH MpPOIECCaMHU, KOTOPBIE pPaccMaTpH-
BAIOTCS BBIIIC C TOYKU 3PCHUS MIPUIHH TIIOOATBHBIX BBIMH-
panuit? MHBIMHE CclIOBaMU, CYIIECTBYET JIM NMEPHOINYECKHUN
aOMOTHYECKHUH TPOIIECC, KOTOPBIN MOT OBI JIe)KaTh B OCHOBE
HaOITFOIaeMOi IEPUOANIHOCTH B pa3HOOOpa3UH MOPCKOW HITH
HA3eMHOM OMOTBI WK JIaxe BCell OMoThl 3emin?

Heobxonumo ermie pa3 mMoA4epKHYTh, YTO OMUCAHHBIC
BEIIIIC BRIMHPAHUS XapaKTCPU3YIOTCS KaK IIOOAIBHBIC, T.C.
B OOJIBIIICH MM MCHBIIICH CTEIICHH 3aTParkuBalT OUOTY BCEH
3emMJH, a 9TO 03HAYaeT, 4T0 HabIrogaeMas IepruoInIHOCTD B
©¢ pa3BUTHH, CCIIM OHA CBA3aHA C a0MOTHYCCKUMHU (pakTopa-
MH, MOXET OBITh OTPAKCHHEM TOJIbKO TAKUX IHKINYCCKIX
MIPOIIECCOB, KOTOPBIE 3aTParuBaroT IIAHETAPHBIA YPOBEHb.
C 9TO¥ TOYKH 3pCHUST MOXKHO BBIJICITUTH J[BA THIIA TIPOIIECCOB,
00J1aJal0IMX NOI0OHBIMH XapaKTEPUCTUKAMU: IIEPBBIi SIBJIsI-
€TCsl OTpaKeHHEM BHYTPUIUIAHETHBIX MAHTHIHBIX U TEKTO-
HUYCCKHUX MTPOIIECCOB: petiha KOHTHHEHTOB, BYJTKAaHUIECKOU
AKTUBHOCTH, U3MCHCHHUS YPOBHS MHUPOBOIO OKEaHa W Jp.,
BTOPOM THII IPOLIECCOB CBSI3aH ¢ JMHAMUKOM IBUKEHUS CaMO
TUTAHETHI KaK KOCMUYECKOTO 00BEKTa, TEM HITH HHBIM 00pa3oM
B3aUMOJICHCTBYIOIETO C APYTUMH 00beKTaMu BeeneHHoil.

PaccmoTpuM cymiecTByIOImre THIIOTE3HI O CBA3H IIEPHO-
JTUYHOCTH TII00ANBHBIX BEIMHPAHHU C I100aTBHBIMU KaTa-
crpodamu, KOTOpble MOIIH Obl OBITH BBI3BAHBI TAKOTO POJa
MIEPUOIIYECKUMH TTPOIECCAMH.

MNeproANYHOCTb BBIMUPAHUI KaK OTpaXKeHue
njlaHeTapHbIX NpoueccoB 1 3sonoynn COHHLI,a

B nacrostiiee Bpemst A€HCTBUTEIBHO MPEITIOKEH EIBIA P
THIIOTE3 BO3MOKHOW CBSI3U TIEPUOJMYHOCTH BHIMUPAHUN Ha
3emiie ¢ aCTPOHOMHUYECKUMH TIpoIieccaMu. Tak, MOJelb, Oc-
HOBaHHAsi HA KPYIMHOMAcIITaOHBIX (IIYKTyalusX MarHuT-
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Horo 11oJist CoJIHIA, IEMOHCTPUPYET MTOPa3UTENIbHYIO IIEpHO-
nugHOCTh B 66 MiH neT (Baker, Flood, 2015), 6mu3kyio
K TEpPUOJUYHOCTH MACCOBBIX BBIMHpPAHUN B ~62—63 MIH
JeT, oOHapy)KeHHYIO IPH aHaJIM3e Kak MUHUMYM JIByX 0a3
JTAHHBIX MCKOMAeMBIX MOpPCKHX Oecmo3BoHOYHBIX (Rohde,
Muller, 2005; Lieberman, Melott, 2007, 2012). ITpeanoxeHb
TAKKEe IMIIOTE3bI, CBSI3BIBAIOLINE [T000HYIO IEPUOJANYHOCTh
BBEIMHPaHWN Ha 3emiie ¢ (UIIOKTyalusiMH MTOTOKA BHETaTaK-
THYECKUX KOCMHYCCKUX JIyYeH B Pe3yNIbTaTe BEPTHKATHHBIX
kosicOanuii COMTHEUYHOW CHUCTEMbI B IIOCKOCTH [ alakTUKU
(Medvedev, Melott, 2007), c meproIMIHOCTHIO TPOXOKICHHUS
CoNHEYHOU CUCTEMBI YePe3 TIOCKOCTh ralakTUKU MileuHbIi
[Tyts (Lieberman, Melott; 2012; Rampino et al., 1997, 2015),
a TakKe C MePUOJUIHOCTHIO MPOXOXKIECHUS KOMET BOIU3N
3eMIIH | TaJICHHEM aCTePOUI0B, (POPMHUPYIOIINX PA3ITUIHBIC
MEPUOIMYHOCTH B 3aBUCMOCTH OT pazmMepa HeOEeCHBIX Tel
(Rampino, Stothers, 1984; Rampino et al., 1997).

OnHaKO B TIOCJICIHEE TOIBI TOSBIJIUCH TaHHBIC, YTO IIEPHO-
JIMYHOCTH, CBSI3aHHBIE ¢ KosieOaHussMu COJTHEUHON CUCTEMBI
B IUTOCKOCTH [ aJIakTHKH, CTaTUCTHYECKU HemocToBepHHI (Er-
lykin et al., 2017, 2018) n He MOTYT OBITH IPUYNHOI TTEPHO-
JNIUYHOCTH BbIMUpaHuii Ha 3emiie. M, XOTS HEKOTOpHIE HC-
CJIEZIOBATENH C STHM HE COTTIACHBI, B I[EJIOM TIPU3HACTCS, YTO
MPSIMBIX JTOKA3aTeIbCTB ACTPOHOMHUYCCKUX MPHUYMH MEPUO-
JMUYHOCTU BhIMHpaHuii Onotel Ha 3emiie Het (Melott, Bam-
bach, 2017).

O BIHSHUY TUIAHETAPHBIX MPOIECCOB HA MEPUOTUIHOCTh
BBIMHPAHHUI TaK)Ke UMEETCsl OOJbIIOE pa3HoOOpasue MHe-
Hull. Tak, Cyl1ecTBYIOUIYIO aJEOHTOIOTMUYECKYIO JIETONUCH
3eMiTH O0BSACHSIOT IEPHOIUICCKIMI U3MECHCHUSMHU YPOBHS
mopst (Peters, 2008; Tennant et al., 2016) wiu cBs3bIBAIOT €€
C IMHAMHKON TEKTOHUYECKOTO IBHKEHHUS MaTEPHKOBBIX TUTAT
n ux pparmenranueii (Valentine, Moores, 1970; Zaffos et al.,
2017). OaHo U3 BO3MOXKHBIX NPENNOIMKEHHH, Kacaromeecs
TOTO, YTO MAaHTHITHBIE U TEKTOHMYECKUE TIPOIIECCHI Ha 3eMiIe
MOTYT OBITh IPUYNHON TIEPHOANTHOCTH MAaCCOBBIX BEIMHPA-
HUI OMOTBI, BBICKa3aHO HA OCHOBAHHUHU JIAHHBIX O MEPHOINY-
HOCTH B ~60 MITH JIET B U3MEHEHUH COOTHOIICHUS H30TOTIOB
Sr87/Sr8 B mopckux otnoxkenusx (Melott et al., 2012).

Jlpyroe npennosoxeHne CBSI3bIBACT MEPUOANIECKUE BbI-
MHUpaHUS ¢ TUHAMUKON TEMIIepaTypHOTro peKuMa Ha 3emiie
(Mayhew et al., 2012). MOXXHO OTMETHTB, YTO JUIS XOJOA-
HBIX NEpUOJOB (OJIEACHEHUI) MOKAa3aHO HAJW4Me LKA B
~135 muma net (Veizer et al., 2000), 9To cTaTHCTUYECKA HE-
OTIMYMMO OT NepUOANYHOCTH B 140+ 15 MiH neT, ycTaHOB-
neHHOM Ha Mmarepuaie 6a3bl Sepkoski dataset (Rohde, Mul-
ler, 2005).

HHTepec npeacTaBisioT JaHHBIC TATHPOBKU KPaTepPOB BYJI-
KaHOB 3a nociuenHue 260 MITH JIeT, KOTOpbIE JEMOHCTPUPYIOT
HaIu4#e uKiIa, 6iamskoro k 2627 miH net (Rampino, Cal-
deira, 2015), xapakTepHOTO IMEHHO JJIsl 3TOT0 OTpE3Ka Bpe-
menu (Raup, Sepkoski, 1984, 1986; Sepkoski, 1989; Roberts,
Mannion, 2019). OxgHako B 1e7IOM 7S BYJIKAaHHYECKOHN aK-
TUBHOCTH Ha IU1aHeTe B nocieaane 300 MITH JIeT XapaKTepHBI
11200 TPOSIBIICHHBIE IUKIIBI € TieprosioM 15, 30 u 60 MitH sieT
(Prokoph et al., 2004).

Uro KacaeTcs JOCTaTOYHO CTPOTOW IUKINYHOCTH BBIMU-
paHHii C MepHOIOM KojieOaHul ~62—63 MIIH JICT, yCTaHOB-
JIEHHOW WCCIIEAOBATEISIMI Ha MaTepuaje Pa3IMdHBIX 0a3
JTAaHHBIX MCKOMAaeMBIX MOpcKHX Oecro3BoHO4HBIX (Rohde,
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Muller, 2005; Melott, 2008; Lieberman, Melott, 2007, 2012;
Melott, Bambach, 2014, 2017), To cymiecTByroniue JaHHbIC,
KOTOPBIE YKa3bIBAIOT HAa HATMYHE [UKIUYHOCTH B 60 MJTH JIET,
00YCJIOBJICHHON JTUHAMHUKOW TEKTOHMYCCKUX MPOIIECCOB Ha
3emze (Melott et al., 2012), a Takxe pe3ynbTaThl MOIACITHPO-
BaHUs KPYIMHOMACIITAOHBIX (DIyKTyalliii MArHUTHOTO TOJIS
ConHiia, 1EMOHCTPUPYIONINE TEPUOTUIHOCTh B 66 MIIH JIET
(Baker, Flood, 2015), He MO3BOJISIOT OJHO3HAYHO CBS3aTh
UX C MEPUOIUYHOCTHIO TO0ATBHBIX BBIMHPAHUI Ha 3emMIIe.

Ecau MNPUHATL BO BHUMAHHUEC, YTO B UCTOPUU IJIAHETHI
€CTh IPUMEPBI CEPhE3HbIX BHEUIHUX BO3ACHCTBUI (TTaieHue
aCTEpPOUIOB i METEOPUTOB) O€3 MOCIIEIYIOIIECTO BEIMUPAHUS
(Archibald et al., 2010) u BeiMupaHuii 6e3 SIBHBIX KaTacTpod
AOMOTHUYECKOTO XapakTepa, 0 KOTOPBIX Mbl CKa3alH BBIIIE,
TO MO’KHO TIPE/IITOJIOKHUTE, YTO B OCHOBE MACCOBBIX BEIMHPA-
HUI OMOTBI, KOTOPBIE B pa3HbIe TIEPHO/bI MOIVIM COBIAAThH
¢ mI00aJbHBIMU KaTacTpO(aMu WK TPOBOLUPOBATHCS HMH,
nexar bosee r1yOOKue, BHYTPEHHUE IPUYUHBI OHOTHYECKOTO
xapakrepa. Mbl ojaraeMm, 4To 3TH HNPUYUHBI MOTYT OBITH
OTpa)X€HHEM CJIOKHOTO JAWHAMUYECKOTO TOBE/ICHHUS KUBOM
CHCTEMbI, KAKOBOH SIBIISICTCS] HA3EMHAsl WIIK MOPCKast OHOTHI
WK Jake OMoTa Bcell 3eMild B 1IEJIOM.

Maccosble BbiIMpaHUA U UX NeEPUOANYHOCTb

Kak pe3ynbTaT NpoAB/eHNA BHYTPEHHUX CBONCTB
rno6asbHON 3KOCUCTEMbI

Wnen 0 TOM, 9TO CYIIECTBYFOIIUE TAICOHTOIOTUICCKIE TaH-
HbIC 00 ypOBHE OHOpa3HO00pa3us Ha 3eMIie — 3TO OTPAKCHHE
BHYTPEHHHUX 3aKOHOB (DYHKIIMOHUPOBAHHS IIOOAIBLHOM KO-
CHCTEMBI 3eMJIH, BO3HUKAIIN HE SAMHOXKIBI. MacCOBBIC BhI-
MUPaHUS — JIMIIb OJJMH U3 aCICKTOB €€ CJIOKHOTO JUHAMHU-
YECKOTO MOBEJICHHUS, KOTOPOE BBIPAXKAETCS B IPEPHIBUCTOCTH
U HEPaBHOMEPHOCTH TEMIIOB 3BOJIFOIIMOHHOTO IIpoIiecca U
HAOJIOIaeTCs B MAJCOHTOJOTUYCCKOM JICTOMMCH 3EMJIH B
nocnenuue 500 miH net. s oOBsICHEHUS MPEephIBUCTO-
ctu 3BoNoIoHHOTO Tiporiecca S.J. Gould u N. Eldredge emie
B 1972 1. chopMyaHpOBaIN «TEOPUIO TPEPHIBUCTOTO paB-
HoBecus»» (Gould, Eldredge, 1977, 1993; Eldredge, Gould,
1997).

Ora Teopus He OTHOCUTCS K YUCITy CTporux Teopuid. OHa
Ga3mpyercss Ha HEKOTOPBIX «IMIUPUICCKIX 000OIICHUIX)
psina pakToB, MTABHO MOAMEYCHHBIX MTaJICOHTOIOTAMH, KOTO-
pBI€ CBUACTCIILCTBYIOT O TOM, YTO B 3BOJIIOMU BUAOB IJIN-
TEJIbHBIE TEPUOJIbI CTAOMIBHOCTH, KOTJ]Aa OCHOBHBIE YEPThHI
BUIa(OB) COXPAHSFOTCS HCM3MEHHBIMU, YSPEIYFOTCS C KOPOT-
KUMU UHTEpBaJlaM1 6bICTpI)IX Ka4Y€CTBCHHBIX IICPEMECH, KOTO-
PpbIe XapaKTepH3yIOTCS «BHE3AITHBIMY HCUE3HOBEHHEM CTAPhIX
BUJIOB, BITOCJICJICTBUH 3aMEIIACMbIX HOBBIMH. ABTOpaMH 3TOU
TEOPUH U IPyTUMHU UCCIEA0BATENSIMH ObUIM HAWACHBI JOCTA-
TOYHO SIPKHE MPUMEPbI U3 MAJICOHTOIOTHYSCKON JIETOMHCH
3eMIiTH, MOATBEPIKIAIOIINE HAIMYHE 3TOH 3aKOHOMEPHOCTH
(OBuapenko, 1969; Bambach, 1977; Gould, Eldredge, 1977,
1993; Williamson, 1981; Sepkoski, 1988; Jackson, Cheetham,
1999). Xots uHTEpHIpETanvs HEKOTOPBIX HCCIIEIOBAHNH TTO/I-
Bepraetcs comHenuto (Van Bocxlaer et al., 2008), B miesiom
HAITMYUe 3TON 3aKOHOMEPHOCTH B IBOJTIOIIMOHHOM IPOIIECCe
He orpunaetcs (Hunt, 2007; Mattila, Bokma, 2008; Rasskin-
Gutman, Esteve-Altava, 2008).

PaHee ujest CylieCcTBOBaHUsI BHYTPEHHUX OMOTHYECKHX
TIPUYHH, OTIPEACIISIONINX THHAMHKY YBOJFOIIUOHHOTO IPOIIEC-
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ca, BBICKa3bIBaJIaCh B BHUJIE TUIIOTE3bI «CAMOOPIaHU3YIOIIEH
kputnaHocti» (Bak, Paczuski, 1995; Sneppen et al., 1995;
Solé, Manrubia, 1996), koTopast oTpa)xxaeT B3aUMOJCHCTBHUS
MLy Pa3IMUHBIMU SKOCHCTEMaMH U IIPUBIIEKAIACh sl 00b-
SICHEHHUS] MAaCCOBBIX BEIMUPAHHUIN U IPEPHIBUCTOI IBOIFOIHH.
[Tpenmonaranaock, 4To 3TH B3aUMOAEHCTBHUS B COBOKYITHOCTH
CO CITIOHTAHHBIMH MYTallUAMU YU TCHETUYCCKUMU BapuallusiMu,
BCET/Ia MPUCYTCTBYIOIINMH B TIOMY/ISILUSIX, MOTYT IIPUBOJUTH
K OOJIBIIMM 3BOJIIONMOHHBIM NEpecTpOWKaM, Ha3BaHHBIM
«KOSBOJJIFOIITMOHHBIMHU JIaBUHAMN)). B TocCJIEAHEE BPEMS UICA
«CaMOOPTraHM3YONIeH KPUTHYHOCTH» BHOBb OOpamiaer Ha
cebs BHMMaHue uccienonarenei (Nykter et al., 2008; Solé et
al., 2010; Hesse, Gross, 2014; Valverde et al., 2015). Onnako
yxe B 1990-e rr. (Newman, 1997a, b) u Bmocnenctsuu (Alroy,
2008) cy1iecTBOBaH I0Ka3aTEIECTBA BOZMOYKHOCTH BO3HHK-
HOBCEHHA MAaCCOBBIX BbIMl/IpaHl/Iﬁ B IIPOCTBIX MOACIIAX aJall-
TaIM BUJIOB K BHEIIHUM YCJIOBHSIM M IHUILEBBIM pecypcam
0e3 MpHBJICYECHHUS KO3BOJIOIIMN U KPUTHUECKUX MPOLECCOB,
MPUYEM KakK ¢ yyacTnem abHOTHYeCKHUX (hakTopoB, Tak U 0e3
Hux (Roberts, Newman, 1996; Newman, 1997a, b).

[IpennoxxeHsl U Ipyrue UIeH BHYTPEHHUX OMOTHYECKUX
MPUYUH, ONPeIeISIIONINX HabltoaaeMoe O1opasHoodpasue Ha
3emie. Tak, rumoresa, BeickazanHas J.W. Huntley u M. Ko-
walewski (2007), cBsi3pIBacT ypoBeHb OHOpa3HOOOpasus B
(haHepo30e ¢ UHTEHCUBHOCTHIO XUIITHUYECTBA B MOPCKHX CO-
o01ecTBax U MpenosaraeT OlpeeNICHHYTO POJIb XUIITHUKOB B
(hopmMHpoBaHUH pa3HOOOPA3NsI MOPCKOM OMOTBI, XOTS B APYTHX
HCCIICAO0BAHUAX KOPPEIIALINN MEKAY XUITHUKAMU U )KEPTBaAMU
obnapyxeno He 6puT0 (Madin et al., 20006). [lanabIe, moiry-
yeHHbIe B pabote P. Cermeiio ¢ komteramu (2017), mo3Bonmmim
CBsI3aTh HCTOPHIO MOPCKOTO JTHA U YPOBEHb OMOpa3HO00pasust
yepe3 JIOCTYMHOCTD MHIIEBBIX PECYPCOB.

B Momensx nuHaMuKHM (GaHEpO30HCKOM MOPCKOH OHOTHI
(Mapkos, 2001a, 6; Mapxos, Koporaes, 2007), B pa3Butuu
KOTOPO¥ SIPKO BBIPAYKaETCsI TPUHIIUI ITPEPHIBUCTOCTH IBOJIIO-
LI1H, IEPHOIMYHOCTH BRIMUPAHUH HE UcCieaoBaach u Oblia
BBEJICHA B MOJENIb Kak JAaHHOCTh. OpgHako, o0CyKaas pe-
3yJbTaThl MOJCITMPOBAHNUS, aBTOPBI OTMEYAIIH, YTO MPUIUHbI
«3TAITHOCTH» CIIETYeT NCKaTh B CTPYKTypE Pa3BUBAIOIINXCS
coobmects (Mapkos, 2001a). A.B. Mapkos u A.B. Koporaes
(2007) obpamranu ocoboe BHUMaHWE Ha T€ (POPMBI KHU3HH,
KOTOpBIC 00J1a1a0T MOBBINICHHOH CITOCOOHOCTHIO K a1aNTHB-
HOU AMBepCU(UKAINHI, CBSI3aHbI C TIOJIOBBIM Pa3MHOKEHHEM.
Crnemyer oOpaTuTh BHEMaHHUe Ha mccieqoBanus A.M. Bush
¢ xoreramu (2016), KOTOpbIE CYUTAIOT, YTO AUBEPCUPHUKALIUIO
MOPCKHMX XMIIHUKOB, HAUMHAs C MEJIOBO-KallHO30MCKOIO I1e-
puona (~200 MiH JeT Ha3a), MOKHO OOBSICHUTH OCOOCHHO-
CTSIMH TI0JIOBOTO PA3MHOXKECHUSI TIPH HAINPaBJIEHHOI repea-
Y€ CIICPMBI. O}IHaKO, YUuThbIBasA, YTO BHYTPEHHEEC OIIOOTBO-
peHue, BepoATHO, OBIIIO CO BPEMEH MO3JHET0 HEOIIPOTEPO30sI
(>500 mutH 5IeT Ha3a1), CTOJIB OTCPOYCHHAS TNBEPCHDUKALIMS
Tpedyer oObsicHenus (Novack-Gottshall, 2016).

B psiae TeopeTuecKkux Uccaen0BaHUM IPUCYTCTBUE B I1a-
JICOHTOJIOTUYECKOH JIETOITUCH MPEPHIBUCTOCTH U 3TAITHOCTH
paccMmaTrpuBalii Kak CJIEACTBHE allpuopH CYIECTBYIONINX B
npupoze “feedback” peryasTopHBIX ETENb — OTPUIIATETFHBIX
U TIOJIOXKUTEJIBHBIX, COYETaHNE KOTOPBIX BEJET K HeCTaOMIIb-
HoctH cucteMbl (Robertson, 1991; Seaborg, 1999). Oto cBoii-
ctBo “feedback” peryasTopHBIX eTeIh OTMEYEHO JOCTATOYHO
JIaBHO U TIPOJICMOHCTPUPOBAHO B MOJEISIX OMOJIOIMYECKUX
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CHCTEM Ha CaMbIX Pa3HbIX YPOBHsIX ee opranusarmu (Mackey,
Glass, 1977; Decroly, Goldbeter, 1982; Martinez de la Fuente,
1996; Goldbeter et al., 2001; Harish, Hansel, 2015; Likhoshvai
et al., 2015, 2016; Kogai et al., 2017; Khlebodarova et al.,
2017, 2018). OmHaKko 0Ka3aJloCh, UTO 3TO HE eTUHCTBEHHBIN
MEXaHU3M B HEJIMHEWHON TUHAMUYECKOH cucTeMe, KOTOPbIH
MOYKET IPUBOJUTH K HECTAOMIbHOCTH.

MepnoanyHOCTb N NPEPLIBUCTOCTb

B UCTOPUM XN3HN Yepes Npusmy

maTemaTnyeckomn Mmopgenn

Hwu y xoro He BBI3BIBAET COMHEHHH, YTO MOJICIN MaTeMaTH-
4ecKkol (PM3MKH — MOILIHBII MHCTPYMEHT IO3HAHUSI CAMBIX
TTyOWHHBIX 3aKOHOB CyIIleCTBOBaHMs BeenenHoit. Meton ma-
TEMaTHYECKOTO MOJICIIMPOBAHHSI TIOKa HE UTPAET TAKOH POITH
B HayKax O JKHUBBIX CUCTCMaAx. Ho >xuBbI€ CUCTEMBI SIBJISIFOTCS
YacThIO TUHAMHUYECKHX CHCTEM. DTO OTKPBIThIC U HEJTMHEH-
HBIE CHCTEMBI Ha BCEX YPOBHSX NX OPraHHU3ALMH, TOATOMY Me-
TOA MAaTEMATUYECKOIro MOJACIIMPOBAHUA MMOTCHIHUAIIBHO CIIO-
cO0€eH OTKPBIBATh 3aKOHBI X (pyHKIMOHMpOBaHUsL. M yem mio-
OanbHee cucTeMa, TeM (yHIaMEeHTaJIbHEe U OJIHOBPEMEHHO
TPOLLIE 110 CYTH, HO HE I10 COJEPIKAHUIO JIOJDKHBI OBbITh 3aKOHBI,
OTIpEACIISIONINe €€ (PyHKINOHUPOBAHHUE.

Pa3BuBas TeMy BHYTPECHHUX IPUYNH IIPEPHIBUCTOCTH 9BO-
JIFOLIMOHHOTO MPOLIECCa C ATOM TOYKH 3pPEHUS], MbI HCCIIEI0BA-
JIM 3aKOHBI HBOJIFOIIMH OOJBIINX SKOCHCTEM METOIaMH MaTe-
MaTHYecKoro MozaeaupoBanus. [1on GonbIoi skocucTeMoi
MbI IOHUMaeM HEKYI0 a0CTPaKTHYIO MOITYJISIIUIO, COCTOSIIILYIO
U3 OPraHU3MOB OJHOTO BUJA, KOTOPBIN MBI HAa3BaJIM «TPAH-
3UTHBIM». B Hammx MOAENsIX 3Ta MOIYISINNsS UMUTHPYET
OMOTYy SKOCHCTEMBI JOCTATOUHO OOJIBIIOrO pa3Mepa, 4TOObI
€€ MOYKHO OBIITO COOTHECTH C Ha3eMHOH FITH MOPCKOH OMOTOM.
DTO TpaANIIMOHHBIE JIOTHCTHYECKHE MOJICIIH PAMOYHOTO THUIIA,
B KOTOPBIX 3P (PEKTHBHOCTH BOCIIPOM3BOJICTBA U CMEPTHOCTH
OPraHN3MOB B IOIYJISIIIN 3aBUCHUT OT e IoTHocTH. ITo MHe-
o A.B. MapkoBa, «rumoresa o ToM, 94To JTUHaMHKa (aHe-
PO30MCKO# MOPCKOI OMOTBI, BRIYMCIIIEMAs! TPAUIIMOHHBIMU
criocobamu (0e3 crieranbHBIX MONPABOK), aJJeKBaTHO OTpa-
JKaeT peasbHbIe N3MEHEHHsI OMOPa3HO00Pa3us, OCTaeTCs He-
OIPOBEPTHYTOM U MO-MIPEKHEMY SIBIISICTCSI HAnOoJIee y00HOH
W HaJIeKHOM OCHOBOH AJIs COAEPIKATENbHBIX OMOIOTHYECKUX
nunTepnperanunii» (Mapkos, Koporaes, 2007, c. 4).

DOBOJIIOIMOHHBII TIPOLIECC ONKCAaH B MOAEISAX KaK Ipo-
[[ECC CAMOPA3BUTHUS IKOCUCTEMBI (TIOMYIISAINN «TPaH3UTHO-
TO» BHJA), B TEUEHHE KOTOPOTO POUCXOJIUT JIOKATHHOE BO3-
pacTaHue MPHUCIIOCOOICHHOCTH €€ 0CO0CH K YCIIOBHSIM Cy-
IIECTBOBAHMS BCJIEACTBUE MYTAllMOHHON M3MEHYMBOCTU U
€CTECTBEHHOT0 0TOOpA.

AHani3 IMHaMUKU (YHKIIMOHUPOBAHUS TaKuX Mojesen
MOKa3aj, YTO JKUBBIE CHCTEMBI C PAa3JIMYHBIMHU CIIOCOOAMHU
Pa3sMHOXEHHSI peasu3yI0T pa3Hble SBOJIOIMOHHBIC 3aKOHBI
CaMOpa3BUTHsL: «OeCIObIe» YKOCHCTEMBI JIEMOHCTPUPOBA-
T CTa3MC, a IIOJIOBBIEY» YKOCHCTEMBI IBOIIOMOHUPOBAII
mukmdecku (Jlnxomsait, Xnebomnaposa, 2016a; JluxomiBait
u ap., 2017). To ectb, eciiv B HOMYJISILMU HIET OTOOp B Ha-
MIPaBJICHUN TOBBIIICHUS PUCTIOCOOIEHHOCTH ee ocobeil k
YCIIOBHUSIM CYIIIECTBOBAHUSI, TO Ha OIIPE/ICIICHHOM 3Tarle 9BO-
JIFOIIMH )KUBOW CHCTEMbI (BO3HUKHOBEHHE MOJIOBOTO Pa3MHO-
YKCHHS) OH MOXKET BBICTYTIaTh B Ka9eCTBE (PaKTopa, AecTadu-
JIM3UPYIOIIETO CHCTEMY.
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Boriee Toro, okazanoch, 4To JEHCTBUEM ITHX ke (JaKTOPOB
MOJKHO OOBSICHHTb TaKU€ JeTalN NPEPHIBHCTON IBOIIIOINH,
HaOJIFOIaeMBble B MAJICOHTOIIOTMYECKOM JIETOMNCH, KaK KaTa-
cTpo(dbl BEIMUPaHUsI ¥ (ha3bl OBICTPOTO pocTa, a TakxkKe (asbl
CTa3uca BUIOBOTO Pa3HOOOpa3us, IOHUMaHUs IPUYHH BO3-
HUKHOBEHUsI KOTOpO# HeT jo cux nop (Voje, 2016; Voje et al.,
2018). ®a3bl 3BOTIONNH TAPAMETPa INIOTHOCTH «TPAH3UTHOIN
HOINYJIALMK Ha IPEMEpe OHOTO MOJHOTO IUKJIA KoJleOaHui
ero 3Ha4eHMil Moka3aHel Ha puc. 2. B Mozmeny ¢a3bl ymMmeHb-
IICHMS ¥ POCTA 3HAYEHHUSI 3TOTO [TapaMeTpa ¢ HEM30eKHOCTHIO
HOBTOPSAIOTCS HEOTPAaHHYEHHOE YHCIIO Pa3, IPIMEPHO Yepes
OJIMHAKOBBIA MHTEpBajJ BpeMeHU. TOUHYIO UIUTEIBHOCTD
KaXJ0# (ha3bl IpejicKa3arh Hellb3sl, TaK Kak KoyiebarenbHast
JMHAMHKa, HaOIrofaeMast B MOJIEIIH, SIBIISIETCS XaOTHYESCKOM.

Bpemennoii orpesok te[32000, 44000] ycn. en., Ha KOTO-
POM B MOJIENU PEAU3YETCsl MOIHBIM 3BOIIOLMOHHBIN UK
Pa3BUTHS «TPAH3UTHOW MOMYIIAINH, cocTaBisieT ~12000 ycir.
en. Bpemenu (cM. puc. 2). Hamame heHOMeHa hpakTarbHOCTH
spomonu (Dieckmann, Law, 1996), koTopsiii BeIpaxaeTcst
B II0JOOMH 3aKOHOB, YIPABJISAIOINX AUHAMHUKOH N3MEHEHHS
TUTOTHOCTH NOMYJISIIMH, Pa3HOOOpa3us BUJ0B, POIOB U OoJiee
BBICOKHUX ypOBHeﬁ OpraHm3alym JXMUBBIX CUCTEM Ha pa3HbIX
BPEMEHHBIX MacIITa0ax, IO3BOJISET IEPEHOCUTD 3TH JaHHbIE
NP M3MEHEHUH MaciiTaba BpeMeHH Ha 0oJiee BBICOKHH ypo-
BCHb OpraHu3aliu )XMUBbLIX CUCTEM, YEM OTACIIbHAs MOITYJIA-
1. HerpynHo yoeanTbes, 9To, €CIIM CYUTaTh OfHY YCII. €.
BpEMEHH paBHOM 50 JIeT, TO JUTUTETEHOCT 3BOJTIOLHOHHOTO
IIUKJIa Oy/eT OJIr3Ka K OIICHKE BPEMEHH CYIICCTBOBAHUS BUIA,
ecim 500 set, — 3T0 OyIeT oleHKa BPEMEHH CYIIIECTBOBAHNS
poxa, kotopeie, cormacHo (Gingerich, 1976; Ceseprios, 1990,
2014), cocrapusitor ~0.5 1 ~5.9 MIH €T COOTBETCTBEHHO.
Ot rpyOble OLIEHKH HUYEro He IOKa3bIBAIOT, HO MO3BOJISIOT
NPEIOJI0KHTh, YTO MACIITA0BI BPEMEHH, XapaKTePHbIC IS
JMHAMHYECKHX ITPOIIECCOB Ha YPOBHE OMOTHI OOJIBIIUX KO-
CHCTEM, Ha MOPSI0K OOJIBIE, T. €. COCTABIISIOT JECATKH MJIH
JIET, U IMKJINYECKUE U3MEHEHHUS pa3HO00pa3usi MOPCKOi Ono-
ThI B hanepo3zoe ¢ nepuogom 62—63 mun siet (Rohde, Muller,
2005; Melott, 2008; Lieberman, Melott, 2007, 2012; Melott,
Bambach, 2014, 2017) MoryT ObITh UX OTpa)KCHUEM.

Takum 00pa3om, pe3ynbraTbl MOJCIUPOBAHUS TTOKa3aJIH,
49TO ecii APPEKTHBHOCTh BOCTIPOU3BOICTBA U CMEPTHOCTHU
OPraHU3MOB B MOMYJISALMU 3aBUCHUT OT €€ IUIOTHOCTH U B HEl
uaeT oToop Harbosee MPUCIOCOOICHHBIX 0CO0EH, Bapruadesh-
HOCTB KOTOPBIX II0 TTapaMeTpy HMPUCIOCOOIEHHOCTH BO3HH-
KaeT B pe3y/bTare MyTallOHHOH H3MEHYMBOCTH B IIPOLIECCE
CaMOBOCIPOU3BOJICTBA (OIMOKH PEILTUKAIIMU TEHOMA), TO IS
JKMBOM CHCTEMBI, Pa3MHOKAIOIEHCS ITOJIOBBIM ITyTeM, STHX
yCIOBHI docmamouro s GOPMUPOBAHUS LUKIHYESCKON 1
NPEPBIBUCTON AMHAMUKHU U3MEHEHHs OMOpPa3HO00pasHsl.

Bo3HukaeT Bonpoc, KakoB MEXaHW3M BO3HHUKHOBEHUS 1M~
KJIMYHOCTH M MIPEPBIBUCTOCTH B YBOJTFOLINK KHU3HH Ha 3emiie?

Mo6anbHble BbIMUpPaHUA 6MOTbI

B 3BOJIIOLVIOHHON UCTOpUK 3eMnun

KaK oTpa)keHune ¢peHomeHa 6ucTabrnbHOCTU:
rmnoresa ABYyX «ApeB XXU3HN»

West 0 ToM, 4TO B OCHOBE (PEHOMEHA MPEPHIBUCTOM IBOIOIINI
MOKET JIEKATh SIBJIEHHE OMCTAOMIBHOCTH, ObliIa BHICKa3aHa
B.A. JluxomBaeM T0CTaTOYHO JAaBHO, TIPU MOJEINPOBAHUN
9BOJIIOLIMHU MTPOCTEUIIEH caMOpa3BUBAIOLIEICS )KUBOM CUCTE-
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= f1 f4s
B3
f2
T T
32000 34000 36000 38000 40000 42000 44000
t,ycn.en.

Puc. 2. ®a3bl 3BostoLMM NapameTpa x(t) (MNOTHOCTU 6UOTLI) Ha NprMepe
OJHOrO MOJIHOTO LMK/a KosebaHuA ero 3HaueHni.

KpacHbIMW BEPTVKaNbHBIMUA VHMSMU OTMEYeHb! MPaHnLbl aHaN3npyemMoro
nepuoga. ®asbl cooTBeTCTBYIOT: f1 — BbIMMpaHUto; f2 — 3Tany pa3sutra 6rUoTbl
nocne rno6anbHoro BbiMmpanus; f3 - 3Tany B3pbiIBoo6pasHoro pocta 6uopas-
Hoobpa3usa 61oTbl; f4 — 3Tany pa3suTna GUOTHI, KOraa HabIIOAAITCSA BbICOKOE
pa3Hoo6pasme GOPM KN3HU 1 OTHOCUTENIbHO HEBBICOKAs CKOPOCTb UX POCTa.
B npegenax ¢a3sbl f4 nprcyTcTBYIOT CTagun cTasunca f4s n nokanbHOro BbIMU-
paHusa fan.

MBI, KaK BO3MOKHOCTB CYIIIECTBOBaHHUS Y CaMOPa3BHUBAIOILEH -
Cs1 JKUBOM CHCTEMBI JIATEHTHOTO (DEHOTHIIa — BHYTPEHHETO pe-
cypca ee sBosmorironHoro pa3surtust (Likhoshvai, Matushkin,
2000, 2004). BriociencTBuy B NPUIOKEHHH K TI100AJIbHBIM
9KOCHCTEMaM OHa TPaHC(HOPMUPOBANIACh B THUIOTE3Y ABYX
«JIPEB KU3HM».

Heo0x0aumMo oTMETHTB, 4TO0 «apeBoM xu3Hn» Y. JlapBux
Ha3BaJ pa3sHOOOpa3ne KUBBIX OPTaHM3MOB Ha 3emie. JTOT
00pa3 04eHb TOUHO OTPAXKACT CaMYI0 IITyOOKYFO CyTh KH3HH,
KOTOpasi B CBOEM HENPEpPhIBHOM 3BOJIIOLIMOHHOM Pa3BUTHU
MOCTOSTHHO POKJAET HOBbIE TOHEHBKNE BETOUYKH BHJOB, KO-
TOpPBIE CO BpEMEHEM MOTYT c(hOpMHPOBATHCS B HOBBIE BETBU
POZOB, TUIIOB, KJIACCOB U T. ., HO MOTYT U 3aCOXHYTb, OTME-
pets (dapsun, 1991).

Haubonee o0mumMu XapakTepUCTHKAMHU «JIpeBa >KU3HI»
SIBJISIFOTCSI IVIOTHOCTh MacChl OMOTHI M Pa3HOOOpa3ne BHUIOB.
B Harreit Mozieni — 3T0 IIIOTHOCTD HOIMYIISILIMN «TPAH3UTHOTO»
BU/Ia, KOTOPAasl 3aBUCUT OT COOTHOIMICHHS CKOPOCTEH camo-
BOCIIPOM3BOJICTBA U «CMEPTHOCTH» €€ 0coOel. AHaiau3 no-
BeJIeHNs 9TUX (YHKINH MOKa3aJl, 4TO JUIs 3BOTIOLUOHHUPYIO-
X YKOCHCTEM, B KOTOPBIX Pa3MHOKEHHE HJIET HEMOIOBBIM
MyTeM, CyIIEeCTBYET €IMHCTBEHHOE YCTOIUNBOE COCTOSTHHE,
TOT/1a KaK 751 SKOCHUCTEM C ITOJIOBBIM CTTOCOOOM Pa3MHOKEHHUS
BO3MOXKHA OMCTaOMIIBHOCTb, T. €. HAJIMYHNE IBYX YCTOWUYHNBBIX
CTAallMOHAPHBIX COCTOSIHUH, KaXkJ10€ U3 KOTOPBIX MOXKHO
MHTEPIIPETHPOBATh KaK «IPEBO JKU3HWY», OAHO N3 KOTOPBIX
MPOSIBIICHO, a JIpyroe HeT. [IpuyeM, ecit BEKTOp SBOJTIOLUH
HalpaBJieH B CTOPOHY YITyUIIIeHHUS IPUCTIOCOOIIEHHOCTH 0CO-
Oeil MOy ISIINY «TPAH3UTHOTO» BHJIA K YCIIOBUSIM OOUTaHNS,
YTO JIOJDKHO COTIPOBOXKAATHCS PACIIMPEHUEM KOOI HIECKOI
HUIIK BUJIa M yBEIWYEeHHEM Kod(h(DUIIMEeHTa UCIIOIb30BaHUs
pecypca, To B KaKOW-TO MOMEHT BPEMEHN IIPOUCXOANT TTOTEPSI
YCTOWYMBOCTH ITPOSIBIICHHOTO COCTOSIHUS M CHCTEMa CKaYKOM
MIEPEXOIUT B HOBOE YCTOMYMBOE COCTOSHHUE, KOTOPOE JI0 ATOTO
CYIIECTBOBAJIO, HO OBUIO HEMPOSBIECHHBIM. Pe3ynbrar Tako-
TO Iepexo/ia MOYKHO HHTEPIIPETUPOBATH KaK BHE3AIMHOE «HC-
YE3HOBEHHE» CTapbIX «BUI0B» U B3PIBOOOPA3HOE MOSIBICHNE
«HOBBIX), T. €. CMEHY OJTHOTO «JIp€Ba KU3HW» Ha Apyroe. s
JUHAMUYECKON HENMHEWHON CHUCTEMBI C MaTEeMaTU4eCKOU
TOYKH 3PEHHs B 3TOM HET HMYEro HeoOBIYHOro. MexaHu3m
BO3HUKHOBEHHS JIOKAJIBHBIX 1 ITI00AJIbHBIX BEIMHpaHUi OHo-
TBI TIPOIGMOHCTPHUPOBAH Ha puc. 3.
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Puc. 3. Tpadukn ¢yHKumin BocnpownssoactBa C (KpacHas KpuBas) u
cmepTHOCTU D (CMHAA KprBas) B pa3Hble Neproabl BPEMEHW 3BOOLNN
cUCTEMBI.

1 — ycTonumBas CTaLMOHapHaA TOUKa X, 2 — HeyCTONYMBasA CTaLMoHapHan
TOUKa X,, 4 3 — YCTONUMBAA CTaLMOHAPHAA TOUKA X,,,q,; CUHAA TOUKa — TeKyllee
3HaueHwe x(t); LUBETHble CTPEeSIKM NOKa3blBaloT HanpasfieHne 3Bonoumm (M3me-
HeHWA) NapameTpOoB; CUHUIA OBaNl COOTBETCTBYET KOHTYPY JIOKaSIbHbIX BbIMUPa-
HWI; KPacHbIN — rMo6GanbHbIX.

[epeceuenne Gyukmmii C 1 D COOTBETCTBYET HATUYHUIO Y
CHCTEMBI CTAllMOHAPHBIX TOUEK, KOTOPbIE MOT'YT OBITh YCTOM-
YMBBIMH (X, W X, ) WI1 HEyCTOWUMBBIMH (X, ,). Ecan Te-
KylIliee 3HaueHNe TapaMeTpa INIOTHOCTH U OMOpazHO00pasus
OMOTBI X(#) HAXOANTCS BOJIM3U YCTOHYMBOTO CTAIIOHAPA, TO
OHO MOTAAAET B 00IACTH €TI0 MPUTSHKEHUSI M OYIET CTPEMUTHCS
K JAaHHOMY 3HAYeHHIO X, . (CM. puc. 3, a, 2, 0) miu x,,;, (CM.
puc. 3, 6). Tot hakT, 4TO B 3TOT K€ MOMCHT BPEMCHU UMEETCS
ellle OIMH YCTOWYMBBIN CTAI[OHAP, HUKAK HE BIMAET Ha CO-
CTOSIHUE CHCTEMBI, TOCKOJIbKY 3HaUCHHE X(f) HAaXOIUTCS BHE
06ﬂaCTI/I €ro MPUTAKCHUA U CUCTEMA HE MOXKCT B HET'O ITOIIAaCTh
0e3 BHemHero Bo3aeiicTBusA. [103TOMy MOXKHO CUHTATh, YTO
B MOMEHT BPEMCEHH, ONMUCAHHBIA Ha puUC. 3, g, CTAIIMOHAP
X,,in — NPOABJIEHHBIH, & CTALMOHAP X, — HENPOABICHHBIA. Ha
puc. 3, a, 2, 0 — HAOOOPOT, CTALUOHAD X, , . — IPOABIEHHEBIH,
a x,,; — HEIPOSBJICHHEII.

HOCKOJ'II)Ky C TCYCHUEM BPEMCHU CUCTEMaA 3BOJIIOIIMOHU-
PYET B CTOPOHY YBEIUUEHUS YUCIEHHOCTH U Pa3HOOOpa3us
OMOTHI, TO 3HAYCHHUE TapamMeTpa x(f) yBEITMUUBACTCSL, TIPH ATOM
06J'IaCTI) TPUTAXKCHUA IPOABJICHHOI'O CTallMOHAapa YMCHbLIIACT-
csl, OH COIMKAETCS CO CTALIMOHAPOM X, ,, M B HEKOTOPOH TOUKe
OHU CJIIMBAIOTCS M MCYE3AIOT, U Mbl HAOJIIONAEM y CHUCTEMBbI
TOIIBKO OJMH CTaluMOHap — X, (CM. puc. 3, ) um x,, . (cM.
puc. 3, e), KOTOPbI U3 HETPOSBICHHOTO COCTOSHHS ITEPEX0-
JIIT B TIposiBiieHHOE. [locKoIbKY 3HaUueHHE X(f) 3HAYUTEILHO
OTIIMYACTCA OT 3HAYCHHA NPOABICHHOTO B )IaHHLIﬁ MOMCHT
crarroHapa (cM. puc 3, 6, e), To HabIroaaeTcs B3pbIBOOOPa3-
HOE M3MEHeHne 3HaueHus x(f). MbI monaraeM, 4To ObIcTpoe
HU3MCHCHHUE MMapaMETPOB CUCTEMBI IIPU MEPEXOAE CUCTCMbI
U3 OJJHOTO COCTOSTHHS B JPYTO€ MOXKET OBITh OTPaKCHHEM
HEpaBHOMEPHOCTH TEMITOB BOJTIOIINH, HAOII0aeMoit B (huito-
renetrueckux uccienoBanusx (Nichol et al., 1993; Pagel et
al., 2006; Wolf et al., 2006; Palmer et al., 2012).

W3 9THX TaHHBIX TaKXKe CICYET, UTO JIOKAIbHBIC BBIMHUPa-
HUSL (CM. pHc. 3, Toiry0oil KOHTYp) CBSI3aHbI C KOJIeOaHUSAMU
TEKyIIETO 3HAYCHUS TIOTHOCTH M pa3Ho00Opa3ust OMOTHI x(7)
B 00JIACTH NMPHUTSDKEHUS! yCTOMYMBOTO CTAIMOHapa X, (CM.

max
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puc. 3, a, 2), Torna Kak ro0aabHbIC BRIMUPAHUS CBSI3aHBI
C TIOTEepeil ero yCTOMYMBOCTH U TepexoioM x(f) B obmacTb
HPUTSKEHUs CTalMOHapa X, (M. puc. 3, 6). IMeHHO 5TOT
Mepexojl Mbl UHTEPIPETUPYEM KaK CMEHY OJHOTO «ApeBa
JKM3HM» Ha ApYyroe.

Taknum 00pa3zoM, MBI IPHIILTH K BBIBOJLY, YTO CaM ITPOIIEcC
MPUCTIOCOOJICHHST OPIraHU3MOB K CJIOKHBIIMMCSI BHEIIHUM
YCJIOBHSIM B Pe3yJIbTaTe IOCTEIICHHOTO HAKOIIIGHHS My Tallnii
(mporiecc IBONIONUH) MOXKET OBITH OJHOW M3 IMPUYUH BO3-
HUKHOBEHHS HECTaOWIILHOCTH B )KMBOW CHUCTEME, KOTopast
HpOsIBUJIACh HA 3eMIIe B IEPHOANYECKU BOSHUKAIOIIHNX «KaTa-
ctpoax» BeIMUpaHus OMOTHI. OJTHAKO BO3HUKJIA 3Ta HECTa-
OMIIBHOCTB TOJILKO Ha ONPEACICHHOM dTarle SBOJIOIIMOHHOTO
Pas3BUTHUS JKUBOM CHCTEMBI U CBSI3aHA C BOSHUKHOBEHHEM
nosoBoro aumMopdusma. 1o He OTpUIAET TOro (axTa, YTo
B OIIPE/ICIICHHbIC IEPHOJIbI )KU3HH Ha 3eMJIE 3TH «KaTacTpo-
({B» MOINIM COBIIAJATh C IUIAHETAPHBIMH IKOJIOTHYECKHMH
KaracTpo(amMH WU ITPOBOIIMPOBATHCS UMH.

3aknioyeHune

AHanm3 IpUYrH TII00aTBHBIX BEIMUPAHUN B HCTOPUH )KU3HU
Ha 3emJIe oKasall, YTo, XOTs [TPe00IajatoNIMH TPU3HAIOTCS
abroreHHbIe (PaKTOPEI, pa3THIHbIC HAOOPHI KOTOPHIX MOTYT
OBITH TPUUMHON OOJIBIIICH YaCTH BHIMUPAHUH, ONMCAHHBIX B
MaJICOHTOJIOTMYECKOM JIETONHMCH 3€MJIM, OHU HE TO3BOJISIOT
0O0BSICHUTH TaKhe 0COOSHHOCTH BOJIFOLIIMOHHOTO TpoIiecca,
KakK IepHoniecKas MPephIBUCTOCTh U HEPABHOMEPHOCTh
TEMITIOB 3BOJIFOIIUH JKUBBIX OPraHnu3MOB. Me)KI[y TEM OTO Xa-
PaKTEepHBIE YePTHI HBOJIIOIIMOHHOTO IIPOLIecca, KOTOPbIE Ipo-
SIBJISTIOTCSI HAa BCEX M3BECTHBIX YPOBHSIX OPTaHNU3aIMN KHUBBIX
CHCTEM — OT MOJIEKYJSIPHO-TE€HETHYECKOTr0 /10 bnocdepHoro.
B HacTosiiee BpeMs yke JOKa3aHo, 4TO «CKaYKOOOPa3HOCTH
9BOJIIOLMH Ha MTAJICOHTOJIOTMYECKOM YPOBHE HMEET CBOE OT-
paxenue u Ha MmonekyisipuoM (Nichol et al., 1993; Pagel et
al., 2006; Wolf et al., 2006; Palmer et al., 2012).

MsI nonaraem, 4To TIOMHMO BHEIIHHUX (DaKTOPOB CyIIe-
CTBYIOT JOMNOJJIHUTEIbHBIC, BHYTPECHHUC NPHUYUHBI JJId TJ10-
OampHBIX BEIMUpPAHUH 3eMHOI 0n0THI. COTTacHO HAaIIeH TH-
MOTe3€, OHU SIBISIIOTCS CIeJICTBUEM (heHOMeHa OrcTaOmiib-
HOCTH, KOTOPBIH BO3HHKAET TOJBKO B TAKHX YKOCHCTEMaX,
00mpIIas 9acTh OPraHU3MOB KOTOPBIX Pa3MHOMKAETCS TTOJIO-
BBIM ITyTeM. [laseoHToOTHYECKas JIETOMUCh HCKOMaeMbIX
OCTaHKOB JKMBBIX OPraHU3MOB Ha 3emJie B mocieanue 500 Mix
JeT OTPpaXkaeT UCTOPUIO JKM3HU HMEHHO TaKUX OPraHH3MOB.
OTa THnoTe3a TOBOPUT O TOM, YTO, €CIIH OBl JaXe He ObUIO
HUKAKUX [TI00aJIbHBIX KaTacTpo(h) aOMOTUYESCKOTO XapaKkTepa,
KPHU3UCHI B 9BOJIIOLNY KUBBIX OPIaHM3MOB BO3HUKAJIN ObI BCE
paBHO. O BO3MOXKHOCTH 3TOTO CBHJICTEIBCTBYET HAJIMUUE B
HUCTOPHUHU IUTAHETBI BbIMHpaHPIﬁ, KOTOPBIC TOKa HE CBA3bIBAIOT
¢ II00aTBFHBIME KaTacTpodamMu a0HOTHYECKOTO XapaKTepa, a
TaKKe HAJIMYKE CePhe3HBIX BHEITHUX BO3/ICHCTBHH, KOTOpPBIE
HE COIPOBOXIAINCH BIMUpaHusiMu (Archibald et al., 2010).

MsI canTaeM, 9To (heHOMEH ONCTaOMIIEHOCTH TOIDKEH MPO-
SIBISITHCSI B 9BOJIIOLIUH YKMBOHM CHCTEMBI Ha BCEX YPOBHSX €€
opranuzaiyu. Bxiaa 3Toro ¢eHoMeHa B 9BOJIOLHUIO CIOXK-
HOCTH KJIETOYHBIX (hOpM HaMHU TpoaeMOHCTpupoBaH (JInxo-
miBaii, Xirebomapona, 2016b; Khlebodarova, Likhoshvai, 2018;
Xnebonmaposa, JluxomBaii, 2019). Ha ypoBHe 6HOTHI Bceit
3emMJr OH TO0JKeH HHTepheprupoBaTh ¢ a0HOTeHHBIMH (PaKTO-
pamMu, KOTOpble HaOIoamich B ICTOPUH TITIAHETHI M HAIILTH
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OTpa)KeHHE B KOHKPETHBIX MTAJICOHTOJIOTMUECKHUX JaHHbBIX. 00
9TOM CBHJICTENILCTBYET HAJIMYHE, XOTS U HESPKO BBIPAKEH-
HOT0, IMKJIa BEIMUpaHui ¢ iepuogoM ~140 mun net (Rohde,
Muller, 2005), KOTOpPBIH MOXKHO CBSI3aTh C EPHUOIUYHOCTHIO
oJNeleHeHNH 3eMITH, TIPEAISCTBYIOMNX BEIMUpaHusaM (Vei-
zer et al., 2000), a Takxke HUKIIA, OTU3KOr0 K 26—27 MITH JIET,
HaOmonaemoro B nocnenuue 250 mu net (Raup, Sepkoski,
1984, 1986; Sepkoski, 1989; Roberts, Mannion, 2019), xo-
TOPBIA COBIAJIACT C JATUPOBKOH KPAaTEpPOB BYJIKAHOB B 3TOT
nepuoz (Rampino, Caldeira, 2015).

Uro kacaeTcst 00HApYKSHHOW TPH aHAIHN3€ MalICOHTONO-
TMYECKUX JAHHBIX JOCTATOYHO CTPOTOH HHUKIMYHOCTH BBI-
MHUpaHUH MOPCKOH OMOTBI, IPOSIBIIEHHOM Ha MPOMEXYTKE B
500 miH neT, mepuoj KoTopoit paBeH ~63 miH set (Rohde,
Muller, 2005; Melott, 2008; Lieberman, Melott, 2007, 2012;
Melott, Bambach, 2014, 2017), To SMIupu4ecKre JaHHBIC O
HaJIMYXH TIEPUOIUYHOCTH B ~60 MITH JIET B U3MEHEHHH COOT-
Hotienus u30tornoB Sr¥7/Srd¢ B Mopckux ornokenusnx (Me-
lott et al., 2012), yka3bIBaroIiye Ha BO3MOKHOCTb CYIIIECTBOBA-
HUS [UKIMYHOCTH, CBI3aHHON C TMHAMHKOI TEKTOHUYECKHX
NPOLIECCOB Ha 3eMlle, a TAKIKE Pe3yNbTaThl MOICITHPOBAHUS
KpyIHOMacITaOHbIX (IIyKTyaruii MarHuTHOro nosist CostHua,
JIEMOHCTPHUPYIOIINE TTIEPHOANIHOCTs B 66 MiH neT (Baker,
Flood, 2015), He O3BOJAIOT OJHO3HAYHO CBSA3aTh MX C Ie-
PHOIMYHOCTBIO TII00ANIBHBIX BHIMUPAHUH Ha 3emiie.

Ha manHOM 5Tare pa3BUTHS MOZEIN MBI TAKKe HE MOXKEM
OOBSICHUTh HATMYME MMEHHO TaKOrO MEpHOJa BHIMUPAHUIL.
Jliist aTOrO MOJIeNb CIUIIKOM TpocTa. [Ipu n3meneHun mac-
mraba BpeMEHH OHa BOCHPOM3BOAMT IMEPHO] KOJICOAHUH,
XapaKTePHBIN Il KOHKPETHOTO YPOBHSI OPraHU3aIMH )KHBBIX
CHCTEM, HO JIOCTaTO4HO Ipy0o. M TeM He MeHee 1oiTydeHHbIe
OLICHKH JalOT BO3MOXKHOCTB IPEATIOJIOKUTE, YTO MaCIITAObI
BPEMEHH, XapaKTepHbIe I IMHAMHYECKUX MPOLECCOB Ha
YpOBHE OHOTBI OOJIBIINX SKOCUCTEM MIIH JTaXKe BCeit 3emit, —
9TO ISCATKN MIJUIMOHOB JIET. B HacTos1ee BpeMs 9TOT BOIpoC
0CTaeTCs OTKPBITHIM.

Cnucok nutepatypbl/ References

Japsun Y. [IporcxoxaeHue BUIOB IIyTeM €CTECTBEHHOIO 0TOOpa, W

CoxpaHeHue OnaronpusTHeIX pac B 6oproe 3a sxu3Hb. CI16.; Hayka,
1991.
[Darwin C. The Origin of Species by Means of Natural Selection, or
the Preservation of Favoured Races in the Struggle for Life. London,
1872. (Russ. ed.: Darvin Ch. Proiskhozhdenie Vidov Putem Estest-
vennogo Otbora, ili Sokhranenie Blagopriyatnykh Ras v Bor’be za
Zhizn’. Saint-Petersburg: Nauka Publ., 1991)]

JlnxomBaii B.A., ®anees C.U., Xnebomaposa T.M. Crasuc u nepuo-

JUYHOCTb B OBOJIOLUM TIOOAIBHOW DKOCHCTEMbI: MHUHHMMAJbHAs
JIOTUCTHYECKast Mozenb. Mamem. 6uon. ououngopm. 2017;12(1):
120-136. DOI 10.17537/2017.12.120.
[Likhoshvai V.A., Fadeev S.I., Khlebodarova T.M. Stasis and pe-
riodicity in the evolution of a global ecosystem: the minimum lo-
gistic model. Matematicheskaya Biologiya i Bioinformatika = Ma-
thematical Biology and Bioinformatics. 2017;12(1):120-136. DOI
10.17537/2017.12.120. (in Russian)]

Jluxomaii B.A., Xne6onaposa T.M. MuHuManbHasi JOrUCTUYECKAs

MOJIeJTb 3BOMIOLMY TI100abHOM sKocucTeMsl. Jloka. VI mexayHap.
koH(}. «Maremarndeckasi Onosnorusi u bnonHpopmarikay, [lymmHo,
16-21 okr6ps 2016. ITymmno. 2016a;6:116-117.
[Likhoshvai V.A., Khlebodarova T.M. The minimum logistic model
of global ecosystem evolution. Proc. of the VI Int. Conf. “Mathema-
tical Biology and Bioinformatics”, Puschino, 16-21 October. 2016a;
6:116-117. (in Russian)]

SBOJTIOLUMOHHAA TEHETUKA U BNOOOBPA3OBAHME / EVOLUTIONARY GENETICS AND SPECIATION

2020
244

MpryYnHbI Fo6anbHbIX BBIMUPAHNI
B UCTOPUN XUN3HN: GaKTbl 1 rnoTesbl

JIuxomBaii B.A., Xnebonaposa T.M. ®enoTunnueckass MHOXXECTBEH-

HOCTb KJIETOYHOTO LIMKJIa OakTepuil: Maremarudeckas Moneib. Ma-
mem. 6uon. buoungopm. 2016b;11(1):91-113. DOI 10.17537/2016.
11.91.
[Likhoshvai V.A., Khlebodarova T.M. Phenotypic variability of
bacterial cell cycle: mathematical model. Mathematical Biology
and Bioinformatics. 2017;12(Suppl.):t23-t44. DOI 10.17537/2017.
12.t23.]

MapxoB A.B. HoBblif moaxon B MOIEIMPOBAHUM JWHAMHKH Pa3HO-
00pasnsi (haHepo30iCKOH MOpCcKoW OHOTHL. JKypH. 06w. Ouonozuu.
2001a;62(6):460-471.

[Markov A.V. A new approach to modeling the diversity dynamics of
Phanerozoic marine biota. Zhurnal Obshchei Biologii = Journal of
General Biology. 2001a;62(6):460-471. (in Russian)]

Mapxkos A.B. /lunamuka pazHooOpasust MOpCKoii (hayHbl B hanepo3oe:
HOBBIIT iozixox. [laneonmon. acypran. 20016;35(1):3-12.

[Markov A.V. Dynamics of the marine faunal diversity in the Pha-
nerozoic: a new approach. Paleontol. J. 2001b;35(1):1-9.]

MapxkoB A.B., Koporaes A.B. JIlunamuka pasHooOpasus (haHepo3oii-

CKUX MOPCKHX JKHBOTHBIX COOTBETCTBYET MOJIEIIH TUITEPOOIHIECKO-
ro pocra. Kypnu. odwy. ouonoeuu. 2007;68(1):3-18.
[Markov A.V., Korotaev A.V. The dynamics of Phanerozoic marine
animal diversity fits the hyperbolic growth model. Zhurnal Obshchei
Biologii = Journal of General Biology. 2007;68(1):3-18. (in Rus-
sian)]

Oguapenko B.H. Ilepexoansie ¢hopmel u BuaoBas auddepeHunpoka
opaxuonon. [1areonmon. scypran. 1969;3:57-63.

[Ovcharenko V.N. Transitional forms and speciation of brachiopods.
Paleontologicheskii Zhurnal = Paleontological Journal. 1969;3:
57-63. (in Russian)]

CeseprioB A.C. BayrpuBroBoe pazHooOpasue Kak IpUIHHa SBOJTIONH-
OHHOI1 cTabuiabHOCTH. JKypH. 06wy. 6uonocuu. 1990;51(5):579-589.
(2-e wm3n. Pycckmii opHuTonoruueckuii kypHan. 2014;23(1072):
3659-3673.

[Severtsov A.S. Interspecific variety as a cause of evolutionary sta-
bility. Zhurnal Obshchei Biologii = Journal of General Biology.
1990;51(5):579-589. (in Russian)]

Xnebonaposa T.M., Jluxomsaii B.A. MonexyaspHble MEXaHU3MBbI He-
HacJIelyeMOl TOJNIEPAHTHOCTH K aHTHOMOTHKAM y OakTepuil u ap-
xerl. Monexynsap. 6uonoeus. 2019;53(4):531-540. DOI 10.1134/
S0026898419040050.

[Khlebodarova T.M., Likhoshvai V.A. Molecular mechanisms of
non-inherited antibiotic tolerance in bacteria and archaea. Mol. Biol.
(Moscow). 2019;53(4):475-483. DOI 10.1134/S0026893319040058.]

Alroy J. Colloquium paper: dynamics of origination and extinc-
tion in the marine fossil record. Proc. Natl. Acad. Sci. USA. 2008;
105(Suppl. 1):11536-11542. DOI 10.1073/pnas.0802597105.

Alvarez L.W., Alvarez W., Asaro F., Michel H.V. Extraterrestrial cause
for the Cretaceous-Tertiary extinction. Science. 1980;208(4448):
1095-1108.

Alvarez L.W., Alvarez W., Asaro F., Michel H.V. Asteroid extinction
hypothesis. Science. 1981;211(4483):654-656.

Archibald J.D., Clemens W.A., Padian K., Archibald J.D., Cle-
mens W.A., Padian K., Rowe T., Macleod N., Barrett P.M., Gale A.,
Holroyd P., Sues H.D., Arens N.C., Horner J.R., Wilson G.P., Good-
win M.B., Brochu C.A., Lofgren D.L., Hurlbert S.H., Hartman J.H.,
Eberth D.A., Wignall P.B., Currie P.J., Weil A., Prasad G.V., Din-
gus L., Courtillot V., Milner A., Milner A., Bajpai S., Ward D.J.,
Sahni A. Cretaceous extinctions: multiple causes. Science. 2010;
328(5981):973.

Bacon K.L., Belcher C.M., Haworth M., McElwain J.C. Increased at-
mospheric SO, detected from changes in leaf physiognomy across
the Triassic-Jurassic boundary interval of East Greenland. PLoS
One. 2013;8(4):¢60614. DOI 10.1371/journal.pone.0060614.

Bak P., Paczuski M. Complexity, contingency, and criticality. Proc.
Natl. Acad. Sci. USA. 1995;92(15):6689-6696.

Baker R.G., Flood P.G. The Sun-Earth connect 3: lessons from the
periodicities of deep time influencing sea-level change and marine

415


http://www.ncbi.nlm.nih.gov/pubmed/?term=Rohde RA%5BAuthor%5D&cauthor=true&cauthor_uid=15758998
http://www.ncbi.nlm.nih.gov/pubmed/?term=Muller RA%5BAuthor%5D&cauthor=true&cauthor_uid=15758998
http://www.ncbi.nlm.nih.gov/pubmed/?term=Raup DM%5BAuthor%5D&cauthor=true&cauthor_uid=11542060
http://www.ncbi.nlm.nih.gov/pubmed/?term=Sepkoski JJ Jr%5BAuthor%5D&cauthor=true&cauthor_uid=11542060
https://www.ncbi.nlm.nih.gov/pubmed/?term=Roberts GG%5BAuthor%5D&cauthor=true&cauthor_uid=30992505
https://www.ncbi.nlm.nih.gov/pubmed/?term=Mannion PD%5BAuthor%5D&cauthor=true&cauthor_uid=30992505
http://apps.webofknowledge.com/OutboundService.do?SID=D4Ca5oVLeKJpi1LWbNH&mode=rrcAuthorRecordService&action=go&product=WOS&daisIds=321953
http://apps.webofknowledge.com/OutboundService.do?SID=D4Ca5oVLeKJpi1LWbNH&mode=rrcAuthorRecordService&action=go&product=WOS&daisIds=102627
http://www.ncbi.nlm.nih.gov/pubmed/?term=Rohde RA%5BAuthor%5D&cauthor=true&cauthor_uid=15758998
http://www.ncbi.nlm.nih.gov/pubmed/?term=Muller RA%5BAuthor%5D&cauthor=true&cauthor_uid=15758998
https://www.ncbi.nlm.nih.gov/pubmed/?term=Melott AL%5BAuthor%5D&cauthor=true&cauthor_uid=17712407
https://www.ncbi.nlm.nih.gov/pubmed/?term=Lieberman BS%5BAuthor%5D&cauthor=true&cauthor_uid=17712407
https://www.ncbi.nlm.nih.gov/pubmed/?term=Melott AL%5BAuthor%5D&cauthor=true&cauthor_uid=17712407
https://www.ncbi.nlm.nih.gov/pubmed/?term=Baker RG%5BAuthor%5D&cauthor=true&cauthor_uid=26203405
https://www.ncbi.nlm.nih.gov/pubmed/?term=Flood PG%5BAuthor%5D&cauthor=true&cauthor_uid=26203405
https://www.scopus.com/sourceid/21100212321?origin=resultslist
https://www.scopus.com/sourceid/21100212321?origin=resultslist
file:///F:/%d0%9c%d0%90%d0%9c%d0%90%20%d1%80%d0%b0%d0%b1%d0%be%d1%87%d0%b0%d1%8f/ 
file:///F:/%d0%9c%d0%90%d0%9c%d0%90%20%d1%80%d0%b0%d0%b1%d0%be%d1%87%d0%b0%d1%8f/ 
https://elibrary.ru/item.asp?id=27492246
https://www.scopus.com/sourceid/21100212321?origin=resultslist
https://www.scopus.com/sourceid/21100212321?origin=resultslist
https://www.scopus.com/sourceid/21100212321?origin=resultslist
https://www.scopus.com/sourceid/21100212321?origin=resultslist
https://www.ncbi.nlm.nih.gov/pubmed/17338263
https://elibrary.ru/title_about.asp?id=10617
https://www.scopus.com/sourceid/14960?origin=resultslist
https://www.ncbi.nlm.nih.gov/pubmed/?term=Alroy J%5BAuthor%5D&cauthor=true&cauthor_uid=18695240
https://www.ncbi.nlm.nih.gov/pubmed/18695240
http://www.ncbi.nlm.nih.gov/pubmed/17776632
http://www.ncbi.nlm.nih.gov/pubmed/17776632
https://www.ncbi.nlm.nih.gov/pubmed/?term=Bak P%5BAuthor%5D&cauthor=true&cauthor_uid=11607561
https://www.ncbi.nlm.nih.gov/pubmed/?term=Paczuski M%5BAuthor%5D&cauthor=true&cauthor_uid=11607561
https://www.ncbi.nlm.nih.gov/pubmed/11607561
https://www.ncbi.nlm.nih.gov/pubmed/11607561
https://www.ncbi.nlm.nih.gov/pubmed/?term=Baker RG%5BAuthor%5D&cauthor=true&cauthor_uid=26203405
https://www.ncbi.nlm.nih.gov/pubmed/?term=Flood PG%5BAuthor%5D&cauthor=true&cauthor_uid=26203405

T.M. Khlebodarova
V.A. Likhoshvai

extinctions in the geological record. SpringerPlus. 2015;4:285. DOI
10.1186/s40064-015-0942-6.

Bambach R.K. Species richness in marine benthic habitats through the
Phanerozoic. Paleobiology. 1977;3(2):152-167.

Bambach R.K., Knoll A.J., Wang S.C. Origination, extinction, and mass
depletions of marine diversity. Paleobiology. 2004;30:522-542. DOI
10.1666/0094-8373(2004)030<0522:0OEAMDO0>2.0.CO:;2.

Barnosky A.D., Matzke N., Tomiya S., Wogan G.O., Swartz B., Quen-
tal T.B., Marshall C., McGuire J.L., Lindsey E.L., Maguire K.C.,
Mersey B., Ferrer E.A. Has the Earth’s sixth mass extinction already
arrived? Nature. 2011;471(7336):51-57. DOI 10.1038/nature09678.

Bartlett R., Elrick M., Wheeley J.R., Polyak V., Desrochers A., As-
merom Y. Abrupt global-ocean anoxia during the Late Ordovician-
early Silurian detected using uranium isotopes of marine carbonates.
Proc. Natl. Acad. Sci. USA. 2018;115(23):5896-5901. DOI 10.1073/
pnas.1802438115.

Beerling D. CO, and the end-Triassic mass extinction. Nature. 2002;
415(6870):386-387.

Benton M.J. Diversification and extinction in the history of life. Sci-
ence. 1995;268(5207):52-58.

Blackburn T.J., Olsen P.E., Bowring S.A., McLean N.M., Kent D.V,,
Puffer J., McHone G., Rasbury E.T., Et-Touhami M. Zircon U-Pb
geochronology links the end-Triassic extinction with the Central At-
lantic Magmatic Province. Science. 2013;340(6135):941-945. DOI
10.1126/science.1234204.

Bond D.P.G., Wignall P.B. The role of sea-level change and marine an-
oxia in the Frasnian-Famennian (Late Devonian) mass extinction.
Palaeogeogr. Palaeoclimatol. Palaeoecol. 2008;263(3-4):107-118.

Brennecka G.A., Herrmann A.D., Algeo T.J., Anbar A.D. Rapid expan-
sion of oceanic anoxia immediately before the end-Permian mass
extinction. Proc. Natl. Acad. Sci. USA. 2011;108(43):17631-17634.
DOI 10.1073/pnas.1106039108.

Buatois L.A., Narbonne G.M., Mangano M.G., Carmona N.B., My-
row P. Ediacaran matground ecology persisted into the earliest Cam-
brian. Nat. Commun. 2014;5:3544. DOI 10.1038/ncomms4544.

Burgess S.D., Muirhead J.D., Bowring S.A. Initial pulse of Siberian
Traps sills as the trigger of the end-Permian mass extinction. Nat.
Commun. 2017;8:164. DOI 10.1038/s41467-017-00083-9.

Bush A.M., Hunt G., Bambach R.K. Sex and the shifting biodiversity
dynamics of marine animals in deep time. Proc. Natl. Acad. Sci.
USA. 2016;113(49):14073-14078.

Ceballos G., Ehrlich P.R., Barnosky A.D., Garcia A., Pringle R.M.,
Palmer T.M. Accelerated modern human-induced species losses:
Entering the sixth mass extinction. Sci. Adv. 2015;1(5):e1400253.
DOI 10.1126/sciadv.1400253.

Cermefio P., Benton M.J., Paz O., Vérard C. Trophic and tectonic li-
mits to the global increase of marine invertebrate diversity. Sci. Rep.
2017;7:15969. DOI 10.1038/s41598-017-16257-w.

ChenD.Z., Qing H.R., Li R.W. The Late Devonian Frasnian-Famennian
(F/F) biotic crisis: Insights from delta C-13(carb), delta C-13(org)
and Sr-87/Sr-86 isotopic systematics. Earth Planet. Sci. Lett. 2005;
235(1-2):151-166.

Chen D.Z., Tucker M.E., Shen Y.N., Yans J., Preat A. Carbon isotope
excursions and sea-level change: implications for the Frasnian-
Famennian biotic crisis. J. Geol. Soc. 2002;59(6):623-626. DOI
10.1144/0016-764902-027.

Claeys P., Casier J.G., Margolis S.V. Microtektites and mass extinc-
tions: evidence for a late devonian asteroid impact. Science. 1992;
257(5073):1102-1104.

Clarkson M.O., Kasemann S.A., Wood R.A., Lenton T.M., Daines S.J.,
Richoz S., Ohnemueller F., Meixner A., Poulton S.W., Tipper E.T.
Ocean acidification and the Permo-Triassic mass extinction. Sci-
ence. 2015;348(6231):229-232. DOI 10.1126/science.aaa0193.

Courtillot V., Fluteau F. Cretaceous extinctions: the volcanic hypo-
thesis. Science. 2010;328(5981):973-974.

Darroch S.A., Sperling E.A., Boag T.H., Racicot R.A., Mason S.J.,
Morgan A.S., Tweedt S., Myrow P., Johnston D.T., Erwin D.H.,
Laflamme M. Biotic replacement and mass extinction of the Edi-

416

Causes of global extinctions
in the history of life: facts and hypotheses

acara biota. Proc. Biol. Sci. 2015;282(1814):pii20151003. DOI
10.1098/rspb.2015.1003.

Decroly O., Goldbeter A. Birhythmicity, chaos, and other patterns of
temporal self-organization in a multiply regulated biochemical sys-
tem. Proc. Natl. Acad. Sci. USA. 1982;79(22):6917-6921.

Dieckmann U., Law R. The dynamical theory of coevolution: a deri-
vation from stochastic ecological processes. J. Math. Biol. 1996;
34(5-6):579-612.

Eldredge N., Gould S.J. On punctuated equilibria. Science. 1997;
276(5311):338-341.

Erlykin A.D., Harper D.A.T., Sloan T., Wolfendale A.W. Mass extinc-
tions over the last 500 myr: an astronomical cause? Palaeontology.
2017;60(2):159-167. DOI 10.1111/pala.12283.

Erlykin A.D., Harper D.A.T., Sloan T., Wolfendale A.W. Periodicity
in extinction rates. Palaeontology. 2018;61:149-158. DOI 10.1111/
pala.12334.

Finnegan S., Bergmann K., Eiler J.M., Jones D.S., Fike D.A., Eisen-
man I., Hughes N.C., Tripati A.K., Fischer W.W. The magnitude
and duration of Late Ordovician-Early Silurian glaciation. Science.
2011;331(6019):903-906.

Finnegan S., Heim N.A., Peters S.E., Fischer W.W. Climate change and
the selective signature of the Late Ordovician mass extinction. Proc.
Natl. Acad. Sci. USA. 2012;109(18):6829-6834.

Gharaie M.H.M., Matsumoto R., Kakuwa Y., Milroy P.G. Late Devo-
nian facies variety in Iran: volcanism as a possible trigger of the
environmental perturbation near the Frasnian-Famennian boundary.
Geol. Quart. 2004;48(4):323-332.

Gharaie M.H.M., Matsumoto R., Racki G., Kakuwa Y. Chemostratig-
raphy of Frasnian-Famennian transition: Possibility of methane hy-
drate dissociation leading to mass extinction. Large ecosystem per-
turbations: causes and consequences. Geological Society of America
Special Paper. 2007;424:109-125. DOI 10.1130/2007.2424(07).

Ghienne J.F., Desrochers A., Vandenbroucke T.R., Achab A., Asse-
lin E., Dabard M.P., Farley C., Loi A., Paris F., Wickson S., Veizer J.
A Cenozoic-style scenario for the end-Ordovician glaciation. Nat.
Commun. 2014;5:4485. DOI 10.1038/ncomms5485.

Gill B.C., Lyons T.W., Young S.A., Kump L.R., Knoll A.H., Saltz-
man M.R. Geochemical evidence for widespread euxinia in the
later Cambrian ocean. Nature. 2011;469(7328):80-83. DOI 10.1038/
nature09700.

Gingerich P.D. Paleontology and phylogeny: patterns of evolution of
the species level in early tertiary mammals. Am. J. Sci. 1976;276:
1-28.

Goldbeter A., Gonze D., Houart G., Leloup J.C., Halloy J., Dupont G.
From simple to complex oscillatory behavior in metabolic and ge-
netic control networks. Chaos. 2001;11(1):247-260.

Gong Q., Wang X., Zhao L., Grasby S.E., Chen Z.Q., Zhang L., Li Y.,
Cao L., Li Z. Mercury spikes suggest volcanic driver of the Ordo-
vician-Silurian mass extinction. Sci. Rep. 2017;13(7(1)):5304. DOI
10.1038/s41598-017-05524-5.

Gould S.J., Eldredge N. Punctuated equilibria: the tempo and mode of
evolution reconsidered. Paleobiology. 1977;3:115-151.

Gould S.J., Eldredge N. Punctuated equilibrium comes of age. Nature.
1993;366(6452):223-227.

Guex J., Pilet S., Miintener O., Bartolini A., Spangenberg J., Schoene B.,
Sell B., Schaltegger U. Thermal erosion of cratonic lithosphere as a
potential trigger for mass-extinction. Sci. Rep. 2016;6:23168. DOL
10.1038/srep23168.

Harish O., Hansel D. Asynchronous rate chaos in spiking neuronal
circuits. PLoS Comput. Biol. 2015;11(7):¢1004266. DOI 10.1371/
journal.pcbi.1004266.

Heimdal T.H., Svensen H.H., Ramezani J., Iyer K., Pereira E., Ro-
drigues R., Jones M.T., Callegaro S. Large-scale sill emplacement in
Brazil as a trigger for the end-Triassic crisis. Sci. Rep. 2018;8(1):141.
DOI 10.1038/s41598-017-18629-8.

Hesse J., Gross T. Self-organized criticality as a fundamental property
of neural systems. Front. Syst. Neurosci. 2014;8:166. DOI 10.3389/
fnsys.2014.00166.

BaBunosckuii xypHan reHeTuku u cenekuyun / Vavilov Journal of Genetics and Breeding - 2020 - 24 - 4


https://www.ncbi.nlm.nih.gov/pubmed/26203405
file:///F:/%d0%9c%d0%90%d0%9c%d0%90%20%d1%80%d0%b0%d0%b1%d0%be%d1%87%d0%b0%d1%8f/ 
file:///F:/%d0%9c%d0%90%d0%9c%d0%90%20%d1%80%d0%b0%d0%b1%d0%be%d1%87%d0%b0%d1%8f/ 
file:///F:/%d0%9c%d0%90%d0%9c%d0%90%20%d1%80%d0%b0%d0%b1%d0%be%d1%87%d0%b0%d1%8f/ 
file:///F:/%d0%9c%d0%90%d0%9c%d0%90%20%d1%80%d0%b0%d0%b1%d0%be%d1%87%d0%b0%d1%8f/ 
file:///F:/%d0%9c%d0%90%d0%9c%d0%90%20%d1%80%d0%b0%d0%b1%d0%be%d1%87%d0%b0%d1%8f/ 
file:///F:/%d0%9c%d0%90%d0%9c%d0%90%20%d1%80%d0%b0%d0%b1%d0%be%d1%87%d0%b0%d1%8f/ 
file:///F:/%d0%9c%d0%90%d0%9c%d0%90%20%d1%80%d0%b0%d0%b1%d0%be%d1%87%d0%b0%d1%8f/ 
file:///F:/%d0%9c%d0%90%d0%9c%d0%90%20%d1%80%d0%b0%d0%b1%d0%be%d1%87%d0%b0%d1%8f/ 
file:///F:/%d0%9c%d0%90%d0%9c%d0%90%20%d1%80%d0%b0%d0%b1%d0%be%d1%87%d0%b0%d1%8f/ 
file:///F:/%d0%9c%d0%90%d0%9c%d0%90%20%d1%80%d0%b0%d0%b1%d0%be%d1%87%d0%b0%d1%8f/ 
https://doi.org/10.1038/nature09678
https://www.ncbi.nlm.nih.gov/pubmed/?term=Bartlett R%5BAuthor%5D&cauthor=true&cauthor_uid=29784792
https://www.ncbi.nlm.nih.gov/pubmed/?term=Elrick M%5BAuthor%5D&cauthor=true&cauthor_uid=29784792
https://www.ncbi.nlm.nih.gov/pubmed/?term=Wheeley JR%5BAuthor%5D&cauthor=true&cauthor_uid=29784792
https://www.ncbi.nlm.nih.gov/pubmed/?term=Polyak V%5BAuthor%5D&cauthor=true&cauthor_uid=29784792
https://www.ncbi.nlm.nih.gov/pubmed/?term=Desrochers A%5BAuthor%5D&cauthor=true&cauthor_uid=29784792
https://www.ncbi.nlm.nih.gov/pubmed/?term=Asmerom Y%5BAuthor%5D&cauthor=true&cauthor_uid=29784792
https://www.ncbi.nlm.nih.gov/pubmed/?term=Asmerom Y%5BAuthor%5D&cauthor=true&cauthor_uid=29784792
https://www.ncbi.nlm.nih.gov/pubmed/29784792
https://www.ncbi.nlm.nih.gov/pubmed/?term=Benton MJ%5BAuthor%5D&cauthor=true&cauthor_uid=7701342
https://www.ncbi.nlm.nih.gov/pubmed/7701342
https://www.ncbi.nlm.nih.gov/pubmed/7701342
https://www.ncbi.nlm.nih.gov/pubmed/?term=Blackburn TJ%5BAuthor%5D&cauthor=true&cauthor_uid=23519213
https://www.ncbi.nlm.nih.gov/pubmed/?term=Olsen PE%5BAuthor%5D&cauthor=true&cauthor_uid=23519213
https://www.ncbi.nlm.nih.gov/pubmed/?term=Bowring SA%5BAuthor%5D&cauthor=true&cauthor_uid=23519213
https://www.ncbi.nlm.nih.gov/pubmed/?term=McLean NM%5BAuthor%5D&cauthor=true&cauthor_uid=23519213
https://www.ncbi.nlm.nih.gov/pubmed/?term=Kent DV%5BAuthor%5D&cauthor=true&cauthor_uid=23519213
https://www.ncbi.nlm.nih.gov/pubmed/?term=Puffer J%5BAuthor%5D&cauthor=true&cauthor_uid=23519213
https://www.ncbi.nlm.nih.gov/pubmed/?term=McHone G%5BAuthor%5D&cauthor=true&cauthor_uid=23519213
https://www.ncbi.nlm.nih.gov/pubmed/?term=Rasbury ET%5BAuthor%5D&cauthor=true&cauthor_uid=23519213
https://www.ncbi.nlm.nih.gov/pubmed/?term=Et-Touhami M%5BAuthor%5D&cauthor=true&cauthor_uid=23519213
https://www.ncbi.nlm.nih.gov/pubmed/23519213
http://apps.webofknowledge.com/CitedFullRecord.do?product=WOS&colName=WOS&SID=E3WDd2PmykQaGPNnVYX&search_mode=CitedFullRecord&isickref=WOS:000257627500003
http://apps.webofknowledge.com/CitedFullRecord.do?product=WOS&colName=WOS&SID=E3WDd2PmykQaGPNnVYX&search_mode=CitedFullRecord&isickref=WOS:000257627500003
https://www.ncbi.nlm.nih.gov/pubmed/?term=Brennecka GA%5BAuthor%5D&cauthor=true&cauthor_uid=21987794
https://www.ncbi.nlm.nih.gov/pubmed/?term=Herrmann AD%5BAuthor%5D&cauthor=true&cauthor_uid=21987794
https://www.ncbi.nlm.nih.gov/pubmed/?term=Algeo TJ%5BAuthor%5D&cauthor=true&cauthor_uid=21987794
https://www.ncbi.nlm.nih.gov/pubmed/?term=Anbar AD%5BAuthor%5D&cauthor=true&cauthor_uid=21987794
https://www.ncbi.nlm.nih.gov/pubmed/21987794
https://www.ncbi.nlm.nih.gov/pubmed/?term=Buatois LA%5BAuthor%5D&cauthor=true&cauthor_uid=24675373
https://www.ncbi.nlm.nih.gov/pubmed/?term=Narbonne GM%5BAuthor%5D&cauthor=true&cauthor_uid=24675373
https://www.ncbi.nlm.nih.gov/pubmed/?term=M%C3%A1ngano MG%5BAuthor%5D&cauthor=true&cauthor_uid=24675373
https://www.ncbi.nlm.nih.gov/pubmed/?term=Carmona NB%5BAuthor%5D&cauthor=true&cauthor_uid=24675373
https://www.ncbi.nlm.nih.gov/pubmed/?term=Myrow P%5BAuthor%5D&cauthor=true&cauthor_uid=24675373
https://www.ncbi.nlm.nih.gov/pubmed/?term=Myrow P%5BAuthor%5D&cauthor=true&cauthor_uid=24675373
https://www.ncbi.nlm.nih.gov/pubmed/24675373
https://www.ncbi.nlm.nih.gov/pubmed/?term=Burgess SD%5BAuthor%5D&cauthor=true&cauthor_uid=28761160
https://www.ncbi.nlm.nih.gov/pubmed/?term=Muirhead JD%5BAuthor%5D&cauthor=true&cauthor_uid=28761160
https://www.ncbi.nlm.nih.gov/pubmed/?term=Bowring SA%5BAuthor%5D&cauthor=true&cauthor_uid=28761160
https://www.ncbi.nlm.nih.gov/pubmed/28761160
https://www.ncbi.nlm.nih.gov/pubmed/28761160
https://www.ncbi.nlm.nih.gov/pubmed/?term=Bush AM%5BAuthor%5D&cauthor=true&cauthor_uid=27821755
https://www.ncbi.nlm.nih.gov/pubmed/?term=Hunt G%5BAuthor%5D&cauthor=true&cauthor_uid=27821755
https://www.ncbi.nlm.nih.gov/pubmed/?term=Bambach RK%5BAuthor%5D&cauthor=true&cauthor_uid=27821755
https://www.ncbi.nlm.nih.gov/pubmed/27821755
https://www.ncbi.nlm.nih.gov/pubmed/27821755
https://www.ncbi.nlm.nih.gov/pubmed/?term=Garc%C3%ADa A%5BAuthor%5D&cauthor=true&cauthor_uid=26601195
https://www.ncbi.nlm.nih.gov/pubmed/?term=Pringle RM%5BAuthor%5D&cauthor=true&cauthor_uid=26601195
https://www.ncbi.nlm.nih.gov/pubmed/?term=Palmer TM%5BAuthor%5D&cauthor=true&cauthor_uid=26601195
https://doi.org/10.1126/sciadv.1400253
https://www.ncbi.nlm.nih.gov/pubmed/?term=Cerme%C3%B1o P%5BAuthor%5D&cauthor=true&cauthor_uid=29162866
https://www.ncbi.nlm.nih.gov/pubmed/?term=Benton MJ%5BAuthor%5D&cauthor=true&cauthor_uid=29162866
https://www.ncbi.nlm.nih.gov/pubmed/?term=Paz %C3%93%5BAuthor%5D&cauthor=true&cauthor_uid=29162866
https://www.ncbi.nlm.nih.gov/pubmed/?term=V%C3%A9rard C%5BAuthor%5D&cauthor=true&cauthor_uid=29162866
https://www.ncbi.nlm.nih.gov/pubmed/29162866
http://apps.webofknowledge.com/CitedFullRecord.do?product=WOS&colName=WOS&SID=E3WDd2PmykQaGPNnVYX&search_mode=CitedFullRecord&isickref=WOS:000230582200011
http://apps.webofknowledge.com/CitedFullRecord.do?product=WOS&colName=WOS&SID=E3WDd2PmykQaGPNnVYX&search_mode=CitedFullRecord&isickref=WOS:000230582200011
http://apps.webofknowledge.com/CitedFullRecord.do?product=WOS&colName=WOS&SID=E3WDd2PmykQaGPNnVYX&search_mode=CitedFullRecord&isickref=WOS:000230582200011
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C5KDsoziklhhiopPsqa&author_name=Chen, DZ&dais_id=839580&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C5KDsoziklhhiopPsqa&author_name=Tucker, ME&dais_id=431600&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C5KDsoziklhhiopPsqa&author_name=Shen, YN&dais_id=1313784&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C3gyiYAkWPksZXb4Wlr&author_name=Preat, A&dais_id=683283&excludeEventConfig=ExcludeIfFromFullRecPage
https://www.ncbi.nlm.nih.gov/pubmed/?term=Claeys P%5BAuthor%5D&cauthor=true&cauthor_uid=17840279
https://www.ncbi.nlm.nih.gov/pubmed/?term=Casier JG%5BAuthor%5D&cauthor=true&cauthor_uid=17840279
https://www.ncbi.nlm.nih.gov/pubmed/?term=Margolis SV%5BAuthor%5D&cauthor=true&cauthor_uid=17840279
https://www.ncbi.nlm.nih.gov/pubmed/17840279
https://www.ncbi.nlm.nih.gov/pubmed/?term=Clarkson MO%5BAuthor%5D&cauthor=true&cauthor_uid=25859043
https://www.ncbi.nlm.nih.gov/pubmed/?term=Kasemann SA%5BAuthor%5D&cauthor=true&cauthor_uid=25859043
https://www.ncbi.nlm.nih.gov/pubmed/?term=Wood RA%5BAuthor%5D&cauthor=true&cauthor_uid=25859043
https://www.ncbi.nlm.nih.gov/pubmed/?term=Lenton TM%5BAuthor%5D&cauthor=true&cauthor_uid=25859043
https://www.ncbi.nlm.nih.gov/pubmed/?term=Daines SJ%5BAuthor%5D&cauthor=true&cauthor_uid=25859043
https://www.ncbi.nlm.nih.gov/pubmed/?term=Richoz S%5BAuthor%5D&cauthor=true&cauthor_uid=25859043
https://www.ncbi.nlm.nih.gov/pubmed/?term=Ohnemueller F%5BAuthor%5D&cauthor=true&cauthor_uid=25859043
https://www.ncbi.nlm.nih.gov/pubmed/?term=Meixner A%5BAuthor%5D&cauthor=true&cauthor_uid=25859043
https://www.ncbi.nlm.nih.gov/pubmed/?term=Poulton SW%5BAuthor%5D&cauthor=true&cauthor_uid=25859043
https://www.ncbi.nlm.nih.gov/pubmed/?term=Tipper ET%5BAuthor%5D&cauthor=true&cauthor_uid=25859043
https://www.ncbi.nlm.nih.gov/pubmed/25859043
https://www.ncbi.nlm.nih.gov/pubmed/25859043
https://www.ncbi.nlm.nih.gov/pubmed/?term=Racicot RA%5BAuthor%5D&cauthor=true&cauthor_uid=26336166
https://www.ncbi.nlm.nih.gov/pubmed/?term=Mason SJ%5BAuthor%5D&cauthor=true&cauthor_uid=26336166
https://www.ncbi.nlm.nih.gov/pubmed/?term=Morgan AS%5BAuthor%5D&cauthor=true&cauthor_uid=26336166
https://www.ncbi.nlm.nih.gov/pubmed/?term=Tweedt S%5BAuthor%5D&cauthor=true&cauthor_uid=26336166
https://www.ncbi.nlm.nih.gov/pubmed/?term=Myrow P%5BAuthor%5D&cauthor=true&cauthor_uid=26336166
https://www.ncbi.nlm.nih.gov/pubmed/?term=Johnston DT%5BAuthor%5D&cauthor=true&cauthor_uid=26336166
https://www.ncbi.nlm.nih.gov/pubmed/?term=Erwin DH%5BAuthor%5D&cauthor=true&cauthor_uid=26336166
https://www.ncbi.nlm.nih.gov/pubmed/?term=Laflamme M%5BAuthor%5D&cauthor=true&cauthor_uid=26336166
https://www.ncbi.nlm.nih.gov/pubmed/?term=Biotic+replacement+and+mass+extinction+of+the+Ediacara+biota
http://www.ncbi.nlm.nih.gov/pubmed?term=%22Decroly O%22%5BAuthor%5D
http://www.ncbi.nlm.nih.gov/pubmed?term=%22Goldbeter A%22%5BAuthor%5D
file:///F:/%d0%9c%d0%90%d0%9c%d0%90%20%d1%80%d0%b0%d0%b1%d0%be%d1%87%d0%b0%d1%8f/javascript:AL_get(this, 'jour', 'Proc Natl %0d%0aAcad Sci U S A.');
https://www.ncbi.nlm.nih.gov/pubmed/8691086
https://www.ncbi.nlm.nih.gov/pubmed/8691086
http://www.ncbi.nlm.nih.gov/pubmed/9139351
file:///F:/%d0%9c%d0%90%d0%9c%d0%90%20%d1%80%d0%b0%d0%b1%d0%be%d1%87%d0%b0%d1%8f/ledge.com/OneClickSearch.do?product=UA&search_mode=OneClickSearch&SID=C3gyiYAkWPksZXb4Wlr&field=AU&value=Erlykin, AD&ut=154582&pos=1&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/OneClickSearch.do?product=UA&search_mode=OneClickSearch&SID=C3gyiYAkWPksZXb4Wlr&field=AU&value=Harper, DAT&ut=102845&pos=2&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/OneClickSearch.do?product=UA&search_mode=OneClickSearch&SID=C3gyiYAkWPksZXb4Wlr&field=AU&value=Sloan, T&ut=1081373&pos=3&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/OneClickSearch.do?product=UA&search_mode=OneClickSearch&SID=C3gyiYAkWPksZXb4Wlr&field=AU&value=Wolfendale, AW&ut=21023&pos=4&excludeEventConfig=ExcludeIfFromFullRecPage
https://www.ncbi.nlm.nih.gov/pubmed/?term=Jones DS%5BAuthor%5D&cauthor=true&cauthor_uid=21273448
https://www.ncbi.nlm.nih.gov/pubmed/?term=Fike DA%5BAuthor%5D&cauthor=true&cauthor_uid=21273448
https://www.ncbi.nlm.nih.gov/pubmed/?term=Eisenman I%5BAuthor%5D&cauthor=true&cauthor_uid=21273448
https://www.ncbi.nlm.nih.gov/pubmed/?term=Eisenman I%5BAuthor%5D&cauthor=true&cauthor_uid=21273448
https://www.ncbi.nlm.nih.gov/pubmed/?term=Hughes NC%5BAuthor%5D&cauthor=true&cauthor_uid=21273448
https://www.ncbi.nlm.nih.gov/pubmed/?term=Tripati AK%5BAuthor%5D&cauthor=true&cauthor_uid=21273448
https://www.ncbi.nlm.nih.gov/pubmed/?term=Fischer WW%5BAuthor%5D&cauthor=true&cauthor_uid=21273448
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C5KDsoziklhhiopPsqa&author_name=Gharaie, MHM&dais_id=1435725&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C5KDsoziklhhiopPsqa&author_name=Matsumoto, R&dais_id=105800&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C5KDsoziklhhiopPsqa&author_name=Kakuwa, Y&dais_id=2320547&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C5KDsoziklhhiopPsqa&author_name=Milroy, PG&dais_id=8024330&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C5KDsoziklhhiopPsqa&author_name=Gharaie, MHM&dais_id=1435725&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C5KDsoziklhhiopPsqa&author_name=Matsumoto, R&dais_id=105800&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C5KDsoziklhhiopPsqa&author_name=Racki, G&dais_id=482687&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C5KDsoziklhhiopPsqa&author_name=Kakuwa, Y&dais_id=2320547&excludeEventConfig=ExcludeIfFromFullRecPage
https://www.ncbi.nlm.nih.gov/pubmed/?term=Ghienne JF%5BAuthor%5D&cauthor=true&cauthor_uid=25174941
https://www.ncbi.nlm.nih.gov/pubmed/?term=Desrochers A%5BAuthor%5D&cauthor=true&cauthor_uid=25174941
https://www.ncbi.nlm.nih.gov/pubmed/?term=Vandenbroucke TR%5BAuthor%5D&cauthor=true&cauthor_uid=25174941
https://www.ncbi.nlm.nih.gov/pubmed/?term=Achab A%5BAuthor%5D&cauthor=true&cauthor_uid=25174941
https://www.ncbi.nlm.nih.gov/pubmed/?term=Asselin E%5BAuthor%5D&cauthor=true&cauthor_uid=25174941
https://www.ncbi.nlm.nih.gov/pubmed/?term=Asselin E%5BAuthor%5D&cauthor=true&cauthor_uid=25174941
https://www.ncbi.nlm.nih.gov/pubmed/?term=Dabard MP%5BAuthor%5D&cauthor=true&cauthor_uid=25174941
https://www.ncbi.nlm.nih.gov/pubmed/?term=Farley C%5BAuthor%5D&cauthor=true&cauthor_uid=25174941
https://www.ncbi.nlm.nih.gov/pubmed/?term=Loi A%5BAuthor%5D&cauthor=true&cauthor_uid=25174941
https://www.ncbi.nlm.nih.gov/pubmed/?term=Paris F%5BAuthor%5D&cauthor=true&cauthor_uid=25174941
https://www.ncbi.nlm.nih.gov/pubmed/?term=Wickson S%5BAuthor%5D&cauthor=true&cauthor_uid=25174941
https://www.ncbi.nlm.nih.gov/pubmed/?term=Veizer J%5BAuthor%5D&cauthor=true&cauthor_uid=25174941
https://www.ncbi.nlm.nih.gov/pubmed/25174941
https://www.ncbi.nlm.nih.gov/pubmed/25174941
https://www.ncbi.nlm.nih.gov/pubmed/?term=Gill BC%5BAuthor%5D&cauthor=true&cauthor_uid=21209662
https://www.ncbi.nlm.nih.gov/pubmed/?term=Lyons TW%5BAuthor%5D&cauthor=true&cauthor_uid=21209662
https://www.ncbi.nlm.nih.gov/pubmed/?term=Young SA%5BAuthor%5D&cauthor=true&cauthor_uid=21209662
https://www.ncbi.nlm.nih.gov/pubmed/21209662
https://elibrary.ru/author_items.asp?refid=237300537&fam=Gingerich&init=P+D
https://elibrary.ru/contents.asp?titleid=6241
https://www.ncbi.nlm.nih.gov/pubmed/?term=Leloup JC%5BAuthor%5D&cauthor=true&cauthor_uid=12779458
https://www.ncbi.nlm.nih.gov/pubmed/?term=Halloy J%5BAuthor%5D&cauthor=true&cauthor_uid=12779458
https://www.ncbi.nlm.nih.gov/pubmed/?term=Dupont G%5BAuthor%5D&cauthor=true&cauthor_uid=12779458
https://www.ncbi.nlm.nih.gov/pubmed/?term=Gong Q%5BAuthor%5D&cauthor=true&cauthor_uid=28706302
https://www.ncbi.nlm.nih.gov/pubmed/?term=Wang X%5BAuthor%5D&cauthor=true&cauthor_uid=28706302
https://www.ncbi.nlm.nih.gov/pubmed/?term=Zhao L%5BAuthor%5D&cauthor=true&cauthor_uid=28706302
https://www.ncbi.nlm.nih.gov/pubmed/?term=Grasby SE%5BAuthor%5D&cauthor=true&cauthor_uid=28706302
https://www.ncbi.nlm.nih.gov/pubmed/?term=Chen ZQ%5BAuthor%5D&cauthor=true&cauthor_uid=28706302
https://www.ncbi.nlm.nih.gov/pubmed/?term=Zhang L%5BAuthor%5D&cauthor=true&cauthor_uid=28706302
https://www.ncbi.nlm.nih.gov/pubmed/?term=Li Y%5BAuthor%5D&cauthor=true&cauthor_uid=28706302
https://www.ncbi.nlm.nih.gov/pubmed/?term=Cao L%5BAuthor%5D&cauthor=true&cauthor_uid=28706302
https://www.ncbi.nlm.nih.gov/pubmed/?term=Li Z%5BAuthor%5D&cauthor=true&cauthor_uid=28706302
https://www.ncbi.nlm.nih.gov/pubmed/?term=Mercury+spikes+suggest+volcanic+driver+of+the+Ordovician-Silurian+mass+extinction
http://www.ncbi.nlm.nih.gov/pubmed/8232582
https://www.ncbi.nlm.nih.gov/pubmed/?term=Bartolini A%5BAuthor%5D&cauthor=true&cauthor_uid=27009463
https://www.ncbi.nlm.nih.gov/pubmed/?term=Spangenberg J%5BAuthor%5D&cauthor=true&cauthor_uid=27009463
https://www.ncbi.nlm.nih.gov/pubmed/?term=Schoene B%5BAuthor%5D&cauthor=true&cauthor_uid=27009463
https://www.ncbi.nlm.nih.gov/pubmed/?term=Sell B%5BAuthor%5D&cauthor=true&cauthor_uid=27009463
https://www.ncbi.nlm.nih.gov/pubmed/?term=Schaltegger U%5BAuthor%5D&cauthor=true&cauthor_uid=27009463
https://doi.org/10.1038/srep23168
http://www.ncbi.nlm.nih.gov/pubmed/?term=Harish O%5BAuthor%5D&cauthor=true&cauthor_uid=26230679
http://www.ncbi.nlm.nih.gov/pubmed/?term=Hansel D%5BAuthor%5D&cauthor=true&cauthor_uid=26230679
http://www.ncbi.nlm.nih.gov/pubmed/26230679
https://www.ncbi.nlm.nih.gov/pubmed/?term=Heimdal TH%5BAuthor%5D&cauthor=true&cauthor_uid=29317730
https://www.ncbi.nlm.nih.gov/pubmed/?term=Svensen HH%5BAuthor%5D&cauthor=true&cauthor_uid=29317730
https://www.ncbi.nlm.nih.gov/pubmed/?term=Ramezani J%5BAuthor%5D&cauthor=true&cauthor_uid=29317730
https://www.ncbi.nlm.nih.gov/pubmed/?term=Iyer K%5BAuthor%5D&cauthor=true&cauthor_uid=29317730
https://www.ncbi.nlm.nih.gov/pubmed/?term=Pereira E%5BAuthor%5D&cauthor=true&cauthor_uid=29317730
https://www.ncbi.nlm.nih.gov/pubmed/?term=Rodrigues R%5BAuthor%5D&cauthor=true&cauthor_uid=29317730
https://www.ncbi.nlm.nih.gov/pubmed/?term=Rodrigues R%5BAuthor%5D&cauthor=true&cauthor_uid=29317730
https://www.ncbi.nlm.nih.gov/pubmed/?term=Jones MT%5BAuthor%5D&cauthor=true&cauthor_uid=29317730
https://www.ncbi.nlm.nih.gov/pubmed/?term=Callegaro S%5BAuthor%5D&cauthor=true&cauthor_uid=29317730
https://www.ncbi.nlm.nih.gov/pubmed/?term=Large-scale+sill+emplacement+in+Brazil+as+a+trigger+for+the+end-Triassic+crisis
https://www.ncbi.nlm.nih.gov/pubmed/?term=Hesse J%5BAuthor%5D&cauthor=true&cauthor_uid=25294989
https://www.ncbi.nlm.nih.gov/pubmed/?term=Gross T%5BAuthor%5D&cauthor=true&cauthor_uid=25294989
https://www.ncbi.nlm.nih.gov/pubmed/25294989

T.M. Xne6opaposa
B.A. NInxowsan

Huang C., Joachimski M.M., Gong Y.M. Did climate changes trigger the
Late Devonian Kellwasser Crisis? Evidence from a high-resolution
conodont delta O-18(PO4) record from South China. Earth Planet.
Sci. Lett. 2018;495:174-184. DOI 10.1016/j.epsl.2018.05.016.

Huey R.B., Ward P.D. Hypoxia, global warming, and terrestrial late
Permian extinctions. Science. 2005;308(5720):398-401.

Hunt G. The relative importance of directional change, random walks,
and stasis in the evolution of fossil lineages. Proc. Natl. Acad. Sci.
USA. 2007;104(47):18404-18408.

Huntley J.W., Kowalewski M. Strong coupling of predation intensity
and diversity in the Phanerozoic fossil record. Proc. Natl. Acad. Sci.
USA. 2007;104(38):15006-15010.

Jackson J.B., Cheetham A.H. Tempo and mode of speciation in the sea.
Trends Ecol. Evol. 1999;14(2):72-77.

Joachimski M.M., Buggisch W. Anoxic events in the late Frasnian —
causes of the Frasnian-Famennian faunal crisis. Geology. 1993;
21(8):675-678.

Kaiho K., Oshima N. Site of asteroid impact changed the history of
life on Earth: the low probability of mass extinction. Sci. Rep. 2017,
7(1):14855. DOI 10.1038/s41598-017-14199-x.

Kaiho K., Oshima N., Adachi K., Adachi Y., Mizukami T., Fujibaya-
shi M., Saito R. Global climate change driven by soot at the K-Pg
boundary as the cause of the mass extinction. Sci. Rep. 2016;6:
28427. DOI 10.1038/srep28427.

Kaiho K., Yatsu S., Oba M., Gorjan P., Gorjan P., Casier J.G., Ikeda M.
A forest fire and soil erosion event during the Late Devonian mass
extinction. Palaeogeogr. Palaeoclimatol. Palaeoecol. 2013;392:
272-280. DOI 10.1016/j.palae0.2013.09.008.

Keller G., Adatte T., Pardo A., Bajpai S., Khosla A., Samant B. Cretace-
ous extinctions: evidence overlooked. Science. 2010;328(5981):
974-975. DOI 10.1126/science.328.5981.974-a.

Khlebodarova T.M., Kogai V.V., Trifonova E.A., Likhoshvai V.A. Dy-
namic landscape of the local translation at activated synapses. Mol.
Psychiatry. 2018;23(1):107-114. DOI 10.1038/mp.2017.245.

Khlebodarova T.M., Kogai V.V., Fadeev S.I., Likhoshvai V.A. Chaos
and hyperchaos in simple gene network with negative feedback and
time delays. J. Bioinform. Comput. Biol. 2017;15(2):1650042. DOI
10.1142/S0219720016500426.

Khlebodarova T.M., Likhoshvai V.A. Persister cells — a plausible out-
come of neutral coevolutionary drift. Sci. Rep. 2018;8(1):14309.
DOI 10.1038/541598-018-32637-2.

Knoll A.H., Bambach R.K., Canfield D.E., Grotzinger J.P. Compara-
tive Earth history and Late Permian mass extinction. Science. 1996;
273:452-457.

Kogai V.V,, Likhoshvai V.A., Fadeev S.I., Khlebodarova T.M. Mul-
tiple scenarios of transition to chaos in the alternative splicing
model. Int. J. Bifurcat. Chaos. 2017;27(2):1730006. DOI 10.1142/
S0218127417300063.

Lamsdell J.C., Selden P.A. From success to persistence: Identifying an
evolutionary regime shift in the diverse Paleozoic aquatic arthropod
group Eurypterida, driven by the Devonian biotic crisis. Evolution.
2017;71(1):95-110. DOI 10.1111/ev0.13106.

Lau K.V., Maher K., Altiner D., Kelley B.M., Kump L.R., Lehr-
mann D.J., Silva-Tamayo J.C., Weaver K.L., Yu M., Payne J.L. Ma-
rine anoxia and delayed Earth system recovery after the end-Perm-
ian extinction. Proc. Natl. Acad. Sci. USA. 2016;113(9):2360-2365.
DOI 10.1073/pnas.1515080113.

Lieberman B.S., Melott A.L. Considering the case for biodiversity cy-
cles: re-examining the evidence for periodicity in the fossil record.
PLoS One. 2007;2(8):¢759.

Lieberman B.S., Melott A.L. Whilst this planet has gone cycling on:
what role for periodic astronomical phenomena in large-scale pat-
terns in the history of life? In: Talent J.A. (Ed.). Earth and Life, Inter-
national Year of Planet Earth. Springer Science and Business Media
B.V.,, 2012;37-50.

Likhoshvai V.A., Kogai V.V,, Fadeev S.I., Khlebodarova T.M. Alterna-
tive splicing can lead to chaos. J. Bioinform. Comput. Biol. 2015;
13(1):1540003. DOI 10.1142/S021972001540003X.

SBOJTIOLUMOHHAA TEHETUKA U BNOOOBPA3OBAHME / EVOLUTIONARY GENETICS AND SPECIATION

2020
244

MpryYnHbI Fo6anbHbIX BBIMUPAHNI
B UCTOPUN XUN3HN: GaKTbl 1 rnoTesbl

Likhoshvai V.A., Kogai V.V., Fadeev S.I., Khlebodarova T.M. Chaos
and hyperchaos in a model of ribosome autocatalytic synthesis. Sci.
Rep. 2016;6:38870. DOI 10.1038/srep38870.

Likhoshvai V.A., Matushkin Yu.G. Latent phenotype as adaptation re-
serve: a simplest model of cell evolution. Proc. of the II Int. Conf.
“Bioinformatics of Genome Regulation and Structure”. Novosi-
birsk. 2000;1:195-198.

Likhoshvai V.A., Matushkin Yu.G. Sporadic emergence of latent phe-
notype during evolution. In: Kolchanov N., Hofestaedt R. (Eds.).
Bioinformatics of Genome Regulation and Structure. Boston; Dor-
drecht; London: Kluwer Academic Publishers, 2004;231-243.

Lindskog A., Costa M.M., Rasmussen C.M., Connelly J.N., Eriks-
son M.E. Refined Ordovician timescale reveals no link between as-
teroid breakup and biodiversification. Nat. Commun. 2017;8:14066.
DOI 10.1038/ncomms14066.

Lindstrom S., Sanei H., van de Schootbrugge B., Pedersen G.K., Le-
sher C.E., Tegner C., Heunisch C., Dybkjar K., Outridge P.M. Vol-
canic mercury and mutagenesis in land plants during the end-Trias-
sic mass extinction. Sci. Adv. 2019;5(10):eaaw4018. DOI 10.1126/
sciadv.aaw4018.

Liu J.S., Qie WK., Algeo T.J., Yao L., Huang J.H., Luo G.M. Changes
in marine nitrogen fixation and denitrification rates during the end-
Devonian mass extinction. Palaeogeogr. Palaeoclimatol. Palaeo-
ecol. 2016;448:195-206. DOI 10.1016/j.palaeo. 2015.10.022.

Ma X.P,, Gong Y.M., Chen D.Z., Racki G., Chen X.Q., Liao W.H. The
Late Devonian Frasnian-Famennian event in South China — patterns
and causes of extinctions, sea level changes, and isotope variations.
Palaeogeogr. Palaeoclimatol. Palaeoecol. 2016;448:224-244. DOI
10.1016/j.palaco.2015.10.047.

Mackey M.C., Glass L. Oscillation and chaos in physiological control
systems. Science. 1977;197:287-289.

Madin J.S., Alroy J., Aberhan M., Fiirsich F.T., Kiessling W., Kos-
nik M.A., Wagner P.J. Statistical independence of escalatory eco-
logical trends in Phanerozoic marine invertebrates. Science. 2006;
312(5775):897-900.

Martinez de la Fuente 1., Martinez L., Veguillas J., Aguirregabiria J.M.
Quasiperiodicity route to chaos in a biochemical system. Biophys. J.
1996;71(5):2375-2379.

Marzoli A., Renne P.R., Piccirillo E.M., Ernesto M., Bellieni G., De
Min A. Extensive 200-million-year-old continental flood basalts of
the central atlantic magmatic province. Science. 1999;284(5414):
616-618.

Mattila T.M., Bokma F. Extant mammal body masses suggest punc-
tuated equilibrium. Proc. Biol. Sci. 2008;275(1648):2195-2199.
DOI 10.1098/rspb.2008.0354.

Mayhew P.J., Bell M.A., Benton T.G., McGowan A.J. Biodiversity
tracks temperature over time. Proc. Natl. Acad. Sci. USA. 2012;
109(38):15141-15145.

McElwain J.C., Beerling D.J., Woodward F.I. Fossil plants and global
warming at the Triassic-Jurassic boundary. Science. 1999;285:1386-
1390.

Medvedev M.V., Melott A.L. Do extragalactic cosmic rays induce
cycles in fossil diversity? Astrophys. J. 2007;664(2):879-889. DOI
10.1086/518757.

Melott A.L. Long-term cycles in the history of life: periodic biodiver-
sity in the paleobiology database. PLoS One. 2008;3(12):e4044.
DOI 10.1371/journal.pone.0004044.

Melott A.L., Bambach R.K. Analysis of periodicity of extinction
using the 2012 geological time scale. Paleobiology. 2014;40:177-
196. DOI 10.1666/13047.

Melott A.L., Bambach R.K. Periodicity in the extinction rate and pos-
sible astronomical causes — comment on mass extinctions over the
last 500 myr: an astronomical cause? (Erlykin et al.). Palaeontology.
2017;60:911-920. DOI 10.1111/pala.12322.

Melott A.L., Bambach R.K., Petersen K.D., McArthur J.M. An similar
to 60-million-year periodicity is common to marine 8’Sr/%°Sr, fossil
biodiversity, and large-scale sedimentation: what does the periodi-
city reflect? J. Geol. 2012;120(2):217-226. DOI 10.1086/663877.

417


http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C5KDsoziklhhiopPsqa&author_name=Huang, C&dais_id=5806955&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C5KDsoziklhhiopPsqa&author_name=Joachimski, MM&dais_id=219297&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C5KDsoziklhhiopPsqa&author_name=Gong, YM&dais_id=561686&excludeEventConfig=ExcludeIfFromFullRecPage
http://www.ncbi.nlm.nih.gov/pubmed/?term=Hunt G%5BAuthor%5D&cauthor=true&cauthor_uid=18003931
http://www.ncbi.nlm.nih.gov/pubmed/?term=stasis+in+the+evolution+of+fossil+lineages.+PNAS+104%3A18404
http://www.ncbi.nlm.nih.gov/pubmed/?term=stasis+in+the+evolution+of+fossil+lineages.+PNAS+104%3A18404
https://www.ncbi.nlm.nih.gov/pubmed/17855566
https://www.ncbi.nlm.nih.gov/pubmed/17855566
http://www.ncbi.nlm.nih.gov/pubmed/?term=Jackson JB%5BAuthor%5D&cauthor=true&cauthor_uid=10234259
http://www.ncbi.nlm.nih.gov/pubmed/?term=Cheetham AH%5BAuthor%5D&cauthor=true&cauthor_uid=10234259
http://www.ncbi.nlm.nih.gov/pubmed/?term=Jackson%2C+J.+B.+C.%2C+and+A.+H.+Cheetham.+1999.+Tempo+and+mode+of+speciation
http://apps.webofknowledge.com/CitedFullRecord.do?product=WOS&colName=WOS&SID=E3WDd2PmykQaGPNnVYX&search_mode=CitedFullRecord&isickref=WOS:A1993LR57200001
http://apps.webofknowledge.com/CitedFullRecord.do?product=WOS&colName=WOS&SID=E3WDd2PmykQaGPNnVYX&search_mode=CitedFullRecord&isickref=WOS:A1993LR57200001
https://www.ncbi.nlm.nih.gov/pubmed/?term=Kaiho K%5BAuthor%5D&cauthor=true&cauthor_uid=29123110
https://www.ncbi.nlm.nih.gov/pubmed/?term=Oshima N%5BAuthor%5D&cauthor=true&cauthor_uid=29123110
https://www.ncbi.nlm.nih.gov/pubmed/?term=Site+of+asteroid+impact+changed+the+history+of+life+on+Earth
https://www.ncbi.nlm.nih.gov/pubmed/?term=Adachi Y%5BAuthor%5D&cauthor=true&cauthor_uid=27414998
https://www.ncbi.nlm.nih.gov/pubmed/?term=Mizukami T%5BAuthor%5D&cauthor=true&cauthor_uid=27414998
https://www.ncbi.nlm.nih.gov/pubmed/?term=Fujibayashi M%5BAuthor%5D&cauthor=true&cauthor_uid=27414998
https://www.ncbi.nlm.nih.gov/pubmed/?term=Fujibayashi M%5BAuthor%5D&cauthor=true&cauthor_uid=27414998
https://www.ncbi.nlm.nih.gov/pubmed/?term=Saito R%5BAuthor%5D&cauthor=true&cauthor_uid=27414998
https://www.ncbi.nlm.nih.gov/pubmed/27414998
https://www.ncbi.nlm.nih.gov/pubmed/27414998
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C5KDsoziklhhiopPsqa&author_name=Kaiho, K&dais_id=210758&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C5KDsoziklhhiopPsqa&author_name=Yatsu, S&dais_id=11004658&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C5KDsoziklhhiopPsqa&author_name=Oba, M&dais_id=1329853&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C5KDsoziklhhiopPsqa&author_name=Gorjan, P&dais_id=3557112&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C3gyiYAkWPksZXb4Wlr&author_name=Gorjan, P&dais_id=3557112&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C3gyiYAkWPksZXb4Wlr&author_name=Casier, JG&dais_id=1586178&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C3gyiYAkWPksZXb4Wlr&author_name=Ikeda, M&dais_id=3579935&excludeEventConfig=ExcludeIfFromFullRecPage
https://www.ncbi.nlm.nih.gov/pubmed/?term=Bajpai S%5BAuthor%5D&cauthor=true&cauthor_uid=20489005
https://www.ncbi.nlm.nih.gov/pubmed/?term=Khosla A%5BAuthor%5D&cauthor=true&cauthor_uid=20489005
https://www.ncbi.nlm.nih.gov/pubmed/?term=Samant B%5BAuthor%5D&cauthor=true&cauthor_uid=20489005
https://doi.org/10.1126/science.328.5981.974-a
https://www.ncbi.nlm.nih.gov/pubmed?term=khlebodarova persister&cmd=correctspelling
https://www.ncbi.nlm.nih.gov/pubmed/?term=Lamsdell JC%5BAuthor%5D&cauthor=true&cauthor_uid=27783385
https://www.ncbi.nlm.nih.gov/pubmed/?term=Selden PA%5BAuthor%5D&cauthor=true&cauthor_uid=27783385
https://www.ncbi.nlm.nih.gov/pubmed/27783385
https://www.ncbi.nlm.nih.gov/pubmed/?term=Lau KV%5BAuthor%5D&cauthor=true&cauthor_uid=26884155
https://www.ncbi.nlm.nih.gov/pubmed/?term=Maher K%5BAuthor%5D&cauthor=true&cauthor_uid=26884155
https://www.ncbi.nlm.nih.gov/pubmed/?term=Altiner D%5BAuthor%5D&cauthor=true&cauthor_uid=26884155
https://www.ncbi.nlm.nih.gov/pubmed/?term=Kelley BM%5BAuthor%5D&cauthor=true&cauthor_uid=26884155
https://www.ncbi.nlm.nih.gov/pubmed/?term=Kump LR%5BAuthor%5D&cauthor=true&cauthor_uid=26884155
https://www.ncbi.nlm.nih.gov/pubmed/?term=Lehrmann DJ%5BAuthor%5D&cauthor=true&cauthor_uid=26884155
https://www.ncbi.nlm.nih.gov/pubmed/?term=Lehrmann DJ%5BAuthor%5D&cauthor=true&cauthor_uid=26884155
https://www.ncbi.nlm.nih.gov/pubmed/?term=Silva-Tamayo JC%5BAuthor%5D&cauthor=true&cauthor_uid=26884155
https://www.ncbi.nlm.nih.gov/pubmed/?term=Weaver KL%5BAuthor%5D&cauthor=true&cauthor_uid=26884155
https://www.ncbi.nlm.nih.gov/pubmed/?term=Yu M%5BAuthor%5D&cauthor=true&cauthor_uid=26884155
https://www.ncbi.nlm.nih.gov/pubmed/?term=Payne JL%5BAuthor%5D&cauthor=true&cauthor_uid=26884155
https://www.ncbi.nlm.nih.gov/pubmed/26884155
https://www.ncbi.nlm.nih.gov/pubmed/?term=Lieberman BS%5BAuthor%5D&cauthor=true&cauthor_uid=17712407
https://www.ncbi.nlm.nih.gov/pubmed/?term=Melott AL%5BAuthor%5D&cauthor=true&cauthor_uid=17712407
https://www.ncbi.nlm.nih.gov/pubmed/?term=PLoS+One+2%2C+e759.
https://www.ncbi.nlm.nih.gov/pubmed/?term=Lindskog A%5BAuthor%5D&cauthor=true&cauthor_uid=28117834
https://www.ncbi.nlm.nih.gov/pubmed/?term=Costa MM%5BAuthor%5D&cauthor=true&cauthor_uid=28117834
https://www.ncbi.nlm.nih.gov/pubmed/?term=Rasmussen CM%5BAuthor%5D&cauthor=true&cauthor_uid=28117834
https://www.ncbi.nlm.nih.gov/pubmed/?term=Connelly JN%5BAuthor%5D&cauthor=true&cauthor_uid=28117834
https://www.ncbi.nlm.nih.gov/pubmed/?term=Eriksson ME%5BAuthor%5D&cauthor=true&cauthor_uid=28117834
https://www.ncbi.nlm.nih.gov/pubmed/?term=Eriksson ME%5BAuthor%5D&cauthor=true&cauthor_uid=28117834
https://www.ncbi.nlm.nih.gov/pubmed/28117834
https://www.ncbi.nlm.nih.gov/pubmed/?term=Lindstr%C3%B6m S%5BAuthor%5D&cauthor=true&cauthor_uid=31681836
https://www.ncbi.nlm.nih.gov/pubmed/?term=Sanei H%5BAuthor%5D&cauthor=true&cauthor_uid=31681836
https://www.ncbi.nlm.nih.gov/pubmed/?term=van de Schootbrugge B%5BAuthor%5D&cauthor=true&cauthor_uid=31681836
https://www.ncbi.nlm.nih.gov/pubmed/?term=Pedersen GK%5BAuthor%5D&cauthor=true&cauthor_uid=31681836
https://www.ncbi.nlm.nih.gov/pubmed/?term=Lesher CE%5BAuthor%5D&cauthor=true&cauthor_uid=31681836
https://www.ncbi.nlm.nih.gov/pubmed/?term=Lesher CE%5BAuthor%5D&cauthor=true&cauthor_uid=31681836
https://www.ncbi.nlm.nih.gov/pubmed/?term=Tegner C%5BAuthor%5D&cauthor=true&cauthor_uid=31681836
https://www.ncbi.nlm.nih.gov/pubmed/?term=Heunisch C%5BAuthor%5D&cauthor=true&cauthor_uid=31681836
https://www.ncbi.nlm.nih.gov/pubmed/?term=Dybkj%C3%A6r K%5BAuthor%5D&cauthor=true&cauthor_uid=31681836
https://www.ncbi.nlm.nih.gov/pubmed/?term=Outridge PM%5BAuthor%5D&cauthor=true&cauthor_uid=31681836
https://www.ncbi.nlm.nih.gov/pubmed/31681836
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=E3WDd2PmykQaGPNnVYX&author_name=Liu, JS&dais_id=6543968&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=E3WDd2PmykQaGPNnVYX&author_name=Qie, WK&dais_id=3355674&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=E3WDd2PmykQaGPNnVYX&author_name=Algeo, TJ&dais_id=193547&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C3gyiYAkWPksZXb4Wlr&author_name=Yao, L&dais_id=5007144&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C3gyiYAkWPksZXb4Wlr&author_name=Huang, JH&dais_id=553352&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C3gyiYAkWPksZXb4Wlr&author_name=Luo, GM&dais_id=890366&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C5KDsoziklhhiopPsqa&author_name=Ma, XP&dais_id=1125460&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C5KDsoziklhhiopPsqa&author_name=Gong, YM&dais_id=561686&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C5KDsoziklhhiopPsqa&author_name=Chen, DZ&dais_id=839580&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C3gyiYAkWPksZXb4Wlr&author_name=Racki, G&dais_id=482687&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C3gyiYAkWPksZXb4Wlr&author_name=Chen, XQ&dais_id=4131758&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C3gyiYAkWPksZXb4Wlr&author_name=Liao, WH&dais_id=801225&excludeEventConfig=ExcludeIfFromFullRecPage
https://www.ncbi.nlm.nih.gov/pubmed/?term=Madin JS%5BAuthor%5D&cauthor=true&cauthor_uid=16690862
https://www.ncbi.nlm.nih.gov/pubmed/?term=Alroy J%5BAuthor%5D&cauthor=true&cauthor_uid=16690862
https://www.ncbi.nlm.nih.gov/pubmed/?term=Aberhan M%5BAuthor%5D&cauthor=true&cauthor_uid=16690862
https://www.ncbi.nlm.nih.gov/pubmed/?term=Madin+JS%2C+Alroy+J%2C
http://www.ncbi.nlm.nih.gov/pubmed?term=Martinez de la Fuente I%5BAuthor%5D&cauthor=true&cauthor_uid=8913578
http://www.ncbi.nlm.nih.gov/pubmed?term=Martinez L%5BAuthor%5D&cauthor=true&cauthor_uid=8913578
http://www.ncbi.nlm.nih.gov/pubmed?term=Veguillas J%5BAuthor%5D&cauthor=true&cauthor_uid=8913578
http://www.ncbi.nlm.nih.gov/pubmed?term=Aguirregabiria JM%5BAuthor%5D&cauthor=true&cauthor_uid=8913578
http://www.ncbi.nlm.nih.gov/pubmed?term=Quasiperiodicity Route to Chaos in a Biochemical S
https://www.ncbi.nlm.nih.gov/pubmed/?term=Ernesto M%5BAuthor%5D&cauthor=true&cauthor_uid=10213679
https://www.ncbi.nlm.nih.gov/pubmed/?term=Bellieni G%5BAuthor%5D&cauthor=true&cauthor_uid=10213679
https://www.ncbi.nlm.nih.gov/pubmed/?term=De Min A%5BAuthor%5D&cauthor=true&cauthor_uid=10213679
https://www.ncbi.nlm.nih.gov/pubmed/?term=De Min A%5BAuthor%5D&cauthor=true&cauthor_uid=10213679
https://www.ncbi.nlm.nih.gov/pubmed/?term=Mattila TM%5BAuthor%5D&cauthor=true&cauthor_uid=18595835
https://www.ncbi.nlm.nih.gov/pubmed/?term=Bokma F%5BAuthor%5D&cauthor=true&cauthor_uid=18595835
https://www.ncbi.nlm.nih.gov/pubmed/18595835
https://www.ncbi.nlm.nih.gov/pubmed/?term=Mayhew PJ%5BAuthor%5D&cauthor=true&cauthor_uid=22949697
https://www.ncbi.nlm.nih.gov/pubmed/?term=Bell MA%5BAuthor%5D&cauthor=true&cauthor_uid=22949697
https://www.ncbi.nlm.nih.gov/pubmed/?term=Benton TG%5BAuthor%5D&cauthor=true&cauthor_uid=22949697
https://www.ncbi.nlm.nih.gov/pubmed/?term=McGowan AJ%5BAuthor%5D&cauthor=true&cauthor_uid=22949697
https://www.ncbi.nlm.nih.gov/pubmed/22949697
http://apps.webofknowledge.com/full_record.do?product=UA&search_mode=GeneralSearch&qid=21&SID=C3gyiYAkWPksZXb4Wlr&page=1&doc=1
http://apps.webofknowledge.com/full_record.do?product=UA&search_mode=GeneralSearch&qid=21&SID=C3gyiYAkWPksZXb4Wlr&page=1&doc=1
https://www.ncbi.nlm.nih.gov/pubmed/?term=Melott AL%5BAuthor%5D&cauthor=true&cauthor_uid=19107212
https://www.ncbi.nlm.nih.gov/pubmed/19107212
http://apps.webofknowledge.com/OneClickSearch.do?product=UA&search_mode=OneClickSearch&SID=C3gyiYAkWPksZXb4Wlr&field=AU&value=Melott, AL&ut=138049&pos=1&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/OneClickSearch.do?product=UA&search_mode=OneClickSearch&SID=C3gyiYAkWPksZXb4Wlr&field=AU&value=Bambach, RK&ut=763674&pos=2&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/OneClickSearch.do?product=UA&search_mode=OneClickSearch&SID=C3gyiYAkWPksZXb4Wlr&field=AU&value=Petersen, KD&ut=2892607&pos=3&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/OneClickSearch.do?product=UA&search_mode=OneClickSearch&SID=C3gyiYAkWPksZXb4Wlr&field=AU&value=McArthur, JM&ut=215581&pos=4&excludeEventConfig=ExcludeIfFromFullRecPage

T.M. Khlebodarova
V.A. Likhoshvai

Miller C.S., Peterse F., da Silva A.C., Baranyi V., Reichart G.J., Kiir-
schner W.M. Astronomical age constraints and extinction mecha-
nisms of the Late Triassic Carnian crisis. Sci. Rep. 2017;7(1):2557.
DOI 10.1038/s41598-017-02817-7.

Newman M.E. A model of mass extinction. J. Theor. Biol. 1997a;
189(3):235-252.

Newman M.E. Evidence for self-organized criticality in evolution.
Physica D. 1997b;107:293-296.

Nichol S.T., Rowe J.E., Fitch W.M. Punctuated equilibrium and posi-
tive Darwinian evolution in vesicular stomatitis virus. Proc. Natl.
Acad. Sci. USA. 1993;90:10424-10428.

Novack-Gottshall P.M. Love, not war, drove the Mesozoic marine revo-
lution. Proc. Natl. Acad. Sci. USA.2016;113(51):14471-14473. DOI
10.1073/pnas.1617404113.

Nykter M., Price N.D., Aldana M., Ramsey S.A., Kauffman S.A.,
Hood L.E., Yli-Harja O., Shmulevich I. Gene expression dynamics
in the macrophage exhibit criticality. Proc. Natl. Acad. Sci. USA.
2008;105(6):1897-1900. DOTI 10.1073/pnas.0711525105.

Pagel M., Venditti C., Meade A. Large punctuational contribution of
speciation to evolutionary divergence at the molecular level. Sci-
ence. 2006;314:119-121. DOI 10.1126/science.1129647.

Palmer S.A., Clapham A.J., Rose P., Freitas F.O., Owen B.D., Beres-
ford-Jones D., Moore J.D., Kitchen J.L., Allaby R.G. Archaeoge-
nomic evidence of punctuated genome evolution in Gossypium.
Mol. Biol. Evol. 2012;29:2031-2038. DOI 10.1093/molbev/mss070.

Penn J.L., Deutsch C., Payne J.L., Sperling E.A. Temperature-depen-
dent hypoxia explains biogeography and severity of end-Permian
marine mass extinction. Science. 2018;362(6419):eaat1327. DOI
10.1126/science.aat1327.

Percival L.M.E., Davies J.H.F.L., Schaltegger U., De Vleeschouwer D.,
Da Silva A.C., Follmi K.B. Precisely dating the Frasnian-Famennian
boundary: implications for the cause of the Late Devonian mass
extinction. Sci. Rep. 2018;8(1):9578. DOI 10.1038/s41598-018-
27847-7.

Percival L.M.E., Ruhl M., Hesselbo S.P., Jenkyns H.C., Mather T.A.,
Whiteside J.H. Mercury evidence for pulsed volcanism during the
end-Triassic mass extinction. Proc. Natl. Acad. Sci. USA. 2017,
114(30):7929-7934. DOI 10.1073/pnas.1705378114.

Peters S.E. Environmental determinants of extinction selectivity in
the fossil record. Nature. 2008;454(7204):626-629. DOI 10.1038/
nature07032.

Petersen H.I., Lindstrom S. Synchronous wildfire activity rise and mire
deforestation at the Triassic-Jurassic boundary. PLoS One. 2012;
7(10):¢47236. DOI 10.1371/journal.pone.0047236.

Prokoph A., Ernst R.E., Buchan K.L. Time-series analysis of large ig-
neous provinces: 3500 Ma to present. J. Geol. 2004;112(1):1-22.
DOI 10.1086/379689.

Rampino M.R. Disc dark matter in the Galaxy and potential cycles
of extraterrestrial impacts, mass extinctions and geological events.
MNRAS. 2015;448(2):1816-1820. DOI 10.1093/mnras/stu2708.

Rampino M.R., Caldeira K. Periodic impact cratering and extinction
events over the last 260 million years. MNRAS. 2015;454(4):3480-
3484. DOI 10.1093/mnras/stv2088.

Rampino M.R., Haggerty B.M., Pagano T.C. A unified theory of impact
crises and mass extinctions: quantitative tests. Ann. N.Y. Acad. Sci.
1997;822:403-431.

Rampino M.R., Rodriguez S., Baransky E., Cai Y. Global nickel
anomaly links Siberian Traps eruptions and the latest Permian mass
extinction. Sci. Rep. 2017;7(1):12416. DOI 10.1038/s41598-017-
12759-9.

Rampino M.R., Stothers R.B. Geological rhythms and cometary im-
pacts. Science. 1984;226:1427-1431.

Rasmussen C.M.Q., Kroger B., Nielsen M.L., Colmenar J. Cascading
trend of Early Paleozoic marine radiations paused by Late Ordo-
vician extinctions. Proc. Natl. Acad. Sci. USA. 2019;116(15):7207-
7213. DOI 10.1073/pnas.1821123116.

Rasskin-Gutman D., Esteve-Altava B. The multiple directions of evo-
lutionary change. Bioessays. 2008;30(6):521-525. DOI 10.1002/
bies.20766.

418

Causes of global extinctions
in the history of life: facts and hypotheses

Raup D.M., Sepkoski J.J. Jr. Mass extinctions in the marine fossil re-
cord. Science. 1982;215(4539):1501-1503.

Raup D.M., Sepkoski J.J. Periodicity of extinctions in the geologic past.
Proc. Natl. Acad. Sci. USA. 1984;81(3):801-805.

Raup D.M., Sepkoski J.J. Jr. Periodic extinction of families and genera.
Science. 1986;231:833-836.

Ricci J., Quidelleur X., Pavlov V., Orlov S., Shatsillo A., Courtillot V.
New “°Ar/3°Ar and K-Ar ages of the Viluy traps (Eastern Siberia):
Further evidence for a relationship with the Frasnian-Famennian
mass extinction. Palaeogeogr. Palaeoclimatol. Palaeoecol. 2013;
386:531-540. DOI 10.1016/j.palae0.2013.06.020.

Roberts B.W., Newman M.E. A model for evolution and extinction.
J. Theor. Biol. 1996;180(1):39-54.

Roberts G.G., Mannion P.D. Timing and periodicity of Phanerozoic
marine biodiversity and environmental change. Sci. Rep. 2019;9(1):
6116. DOI 10.1038/541598-019-42538-7.

Robertson D.S. Feedback theory and Darwinian evolution. J. Theor.
Biol. 1991;152(4):469-484.

Rohde R.A., Muller R.A. Cycles in fossil diversity. Nature. 2005;
434(7030):208-210.

Sallan L.C., Coates M.I. End-Devonian extinction and a bottleneck
in the early evolution of modern jawed vertebrates. Proc. Natl.
Acad. Sci. USA. 2010;107(22):10131-10135. DOI 10.1073/pnas.
0914000107.

Schaller M.F., Wright J.D., Kent D.V. Atmospheric PCO, perturbations
associated with the Central Atlantic Magmatic Province. Science.
2011;331(6023):1404-1409. DOI 10.1126/science.1199011.

Schmitz B., Farley K.A., Goderis S., Heck P.R., Bergstrom S.M., Bos-
chi S., Claeys P., Debaille V., Dronov A., van Ginneken M., Har-
per D.A.T,, Igbal F., Friberg J., Liao S., Martin E., Meier M.M.M.,
Peucker-Ehrenbrink B., Soens B., Wieler R., Terfelt F. An extrater-
restrial trigger for the mid-Ordovician ice age: Dust from the break-
up of the L-chondrite parent body. Sci. Adv. 2019;5(9):eaax4184.
DOI 10.1126/sciadv.aax4184.

Schoene B., Eddy M.P., Samperton K.M., Keller C.B., Keller G.,
Adatte T., Khadri S.F.R. U-Pb constraints on pulsed eruption of the
Deccan Traps across the end-Cretaceous mass extinction. Science.
2019;363(6429):862-866. DOI 10.1126/science.aau2422.

Schoene B., Samperton K.M., Eddy M.P,, Keller G., Adatte T., Bow-
ring S.A., Khadri S.F., Gertsch B. U-Pb geochronology of the Dec-
can Traps and relation to the end-Cretaceous mass extinction. Sci-
ence. 2015;347(6218):182-184. DOI 10.1126/science.aaa0118.

Schulte P., Alegret L., Arenillas 1., Arz J.A., Barton P.J., Bown P.R.,
Bralower T.J., Christeson G.L., Claeys P., Cockell C.S., Col-
lins G.S., Deutsch A., Goldin T.J., Goto K., Grajales-Nishimu-
ra J.M., Grieve R.A., Gulick S.P., Johnson K.R., Kiessling W.,
Koeberl C., Kring D.A., MacLeod K.G., Matsui T., Melosh J.,
Montanari A., Morgan J.V., Neal C.R., Nichols D.J., Norris R.D.,
Pierazzo E., Ravizza G., Rebolledo-Vieyra M., Reimold W.U., Ro-
bin E., Salge T., Speijer R.P., Sweet A.R., Urrutia-Fucugauchi J.,
Vajda V., Whalen M.T., Willumsen P.S. The Chicxulub asteroid
impact and mass extinction at the Cretaceous-Paleogene bound-
ary. Science. 2010;327(5970):1214-1218. DOI 10.1126/science.
1177265.

Seaborg D.M. Evolutionary feedback: a new mechanism for stasis and
punctuated evolutionary change based on integration of the orga-
nism. J. Theor. Biol. 1999;198(1):1-26.

Sepkoski J.J. Jr. Extinctions of life. Los Alamos Sci. 1988;16:36-49.
Sepkoski J.J. Jr. Periodicity in extinction and the problem of catastro-
phism in the history of life. J. Geol. Soc. London. 1989;146:7-19.
Sepkoski J.J. Jr. A compendium of fossil marine animal genera. Bull.

Am. Paleontol. 2002;363:1-560.

Sheehan P.M. The Late Ordovician mass extinction. Annu. Rev. Earth
Planet. Sci. 2001;29:331-364.

Sheets H.D., Mitchell C.E., Melchin M.J., Loxton J., Storch P., Car-
lucci K.L., Hawkins A.D. Graptolite community responses to glob-
al climate change and the Late Ordovician mass extinction. Proc.
Natl. Acad. Sci. USA. 2016;113(30):8380-8385. DOI 10.1073/pnas.
1602102113.

BaBunosckuii xypHan reHeTuku u cenekuyun / Vavilov Journal of Genetics and Breeding - 2020 - 24 - 4


https://www.ncbi.nlm.nih.gov/pubmed/?term=Miller CS%5BAuthor%5D&cauthor=true&cauthor_uid=28566703
https://www.ncbi.nlm.nih.gov/pubmed/?term=Peterse F%5BAuthor%5D&cauthor=true&cauthor_uid=28566703
https://www.ncbi.nlm.nih.gov/pubmed/?term=da Silva AC%5BAuthor%5D&cauthor=true&cauthor_uid=28566703
https://www.ncbi.nlm.nih.gov/pubmed/?term=Baranyi V%5BAuthor%5D&cauthor=true&cauthor_uid=28566703
https://www.ncbi.nlm.nih.gov/pubmed/?term=Reichart GJ%5BAuthor%5D&cauthor=true&cauthor_uid=28566703
https://www.ncbi.nlm.nih.gov/pubmed/?term=K%C3%BCrschner WM%5BAuthor%5D&cauthor=true&cauthor_uid=28566703
https://www.ncbi.nlm.nih.gov/pubmed/?term=K%C3%BCrschner WM%5BAuthor%5D&cauthor=true&cauthor_uid=28566703
https://www.ncbi.nlm.nih.gov/pubmed/?term=Astronomical+age+constraints+and+extinction+mechanisms+of+the+Late+Triassic+Carnian+crisis
https://www.ncbi.nlm.nih.gov/pubmed/?term=Newman ME%5BAuthor%5D&cauthor=true&cauthor_uid=9441817
https://www.ncbi.nlm.nih.gov/pubmed/9441817
https://www.ncbi.nlm.nih.gov/pubmed/?term=Newman ME%5BAuthor%5D&cauthor=true&cauthor_uid=9441817
http://www.ncbi.nlm.nih.gov/pubmed/?term=Nichol ST%5BAuthor%5D&cauthor=true&cauthor_uid=8248125
http://www.ncbi.nlm.nih.gov/pubmed/?term=Rowe JE%5BAuthor%5D&cauthor=true&cauthor_uid=8248125
http://www.ncbi.nlm.nih.gov/pubmed/?term=Fitch WM%5BAuthor%5D&cauthor=true&cauthor_uid=8248125
http://www.ncbi.nlm.nih.gov/pubmed/8248125
http://www.ncbi.nlm.nih.gov/pubmed/8248125
https://www.ncbi.nlm.nih.gov/pubmed/27940909
https://www.ncbi.nlm.nih.gov/pubmed/27940909
https://www.ncbi.nlm.nih.gov/pubmed/?term=Nykter M%5BAuthor%5D&cauthor=true&cauthor_uid=18250330
https://www.ncbi.nlm.nih.gov/pubmed/?term=Price ND%5BAuthor%5D&cauthor=true&cauthor_uid=18250330
https://www.ncbi.nlm.nih.gov/pubmed/?term=Aldana M%5BAuthor%5D&cauthor=true&cauthor_uid=18250330
https://www.ncbi.nlm.nih.gov/pubmed/?term=Ramsey SA%5BAuthor%5D&cauthor=true&cauthor_uid=18250330
https://www.ncbi.nlm.nih.gov/pubmed/?term=Kauffman SA%5BAuthor%5D&cauthor=true&cauthor_uid=18250330
https://www.ncbi.nlm.nih.gov/pubmed/?term=Hood LE%5BAuthor%5D&cauthor=true&cauthor_uid=18250330
https://www.ncbi.nlm.nih.gov/pubmed/?term=Yli-Harja O%5BAuthor%5D&cauthor=true&cauthor_uid=18250330
https://www.ncbi.nlm.nih.gov/pubmed/?term=Shmulevich I%5BAuthor%5D&cauthor=true&cauthor_uid=18250330
https://www.ncbi.nlm.nih.gov/pubmed/18250330
http://www.sciencemag.org/cgi/content/abstract/314/5796/119
http://www.sciencemag.org/cgi/content/abstract/314/5796/119
https://doi.org/10.1126/science.1129647
http://www.ncbi.nlm.nih.gov/pubmed/?term=Palmer SA%5BAuthor%5D&cauthor=true&cauthor_uid=22334578
https://www.ncbi.nlm.nih.gov/pubmed/?term=Clapham AJ%5BAuthor%5D&cauthor=true&cauthor_uid=22334578
https://www.ncbi.nlm.nih.gov/pubmed/?term=Rose P%5BAuthor%5D&cauthor=true&cauthor_uid=22334578
https://www.ncbi.nlm.nih.gov/pubmed/?term=Freitas FO%5BAuthor%5D&cauthor=true&cauthor_uid=22334578
https://www.ncbi.nlm.nih.gov/pubmed/?term=Owen BD%5BAuthor%5D&cauthor=true&cauthor_uid=22334578
https://www.ncbi.nlm.nih.gov/pubmed/?term=Beresford-Jones D%5BAuthor%5D&cauthor=true&cauthor_uid=22334578
https://www.ncbi.nlm.nih.gov/pubmed/?term=Beresford-Jones D%5BAuthor%5D&cauthor=true&cauthor_uid=22334578
https://www.ncbi.nlm.nih.gov/pubmed/?term=Moore JD%5BAuthor%5D&cauthor=true&cauthor_uid=22334578
https://www.ncbi.nlm.nih.gov/pubmed/?term=Kitchen JL%5BAuthor%5D&cauthor=true&cauthor_uid=22334578
https://www.ncbi.nlm.nih.gov/pubmed/?term=Allaby RG%5BAuthor%5D&cauthor=true&cauthor_uid=22334578
http://www.ncbi.nlm.nih.gov/pubmed/22334578
https://doi.org/10.1093/molbev/mss070
https://www.ncbi.nlm.nih.gov/pubmed/?term=Penn JL%5BAuthor%5D&cauthor=true&cauthor_uid=30523082
https://www.ncbi.nlm.nih.gov/pubmed/?term=Deutsch C%5BAuthor%5D&cauthor=true&cauthor_uid=30523082
https://www.ncbi.nlm.nih.gov/pubmed/?term=Payne JL%5BAuthor%5D&cauthor=true&cauthor_uid=30523082
https://www.ncbi.nlm.nih.gov/pubmed/?term=Sperling EA%5BAuthor%5D&cauthor=true&cauthor_uid=30523082
https://www.ncbi.nlm.nih.gov/pubmed/30523082
https://www.ncbi.nlm.nih.gov/pubmed/?term=Percival LME%5BAuthor%5D&cauthor=true&cauthor_uid=29934550
https://www.ncbi.nlm.nih.gov/pubmed/?term=Davies JHFL%5BAuthor%5D&cauthor=true&cauthor_uid=29934550
https://www.ncbi.nlm.nih.gov/pubmed/?term=Schaltegger U%5BAuthor%5D&cauthor=true&cauthor_uid=29934550
https://www.ncbi.nlm.nih.gov/pubmed/?term=De Vleeschouwer D%5BAuthor%5D&cauthor=true&cauthor_uid=29934550
https://www.ncbi.nlm.nih.gov/pubmed/?term=Da Silva AC%5BAuthor%5D&cauthor=true&cauthor_uid=29934550
https://www.ncbi.nlm.nih.gov/pubmed/?term=F%C3%B6llmi KB%5BAuthor%5D&cauthor=true&cauthor_uid=29934550
https://www.ncbi.nlm.nih.gov/pubmed/?term=Precisely+dating+the+Frasnian-Famennian+boundary%3A+implications+for+the+cause+of+the+Late+Devonian+mass+extinction
https://www.ncbi.nlm.nih.gov/pubmed/?term=Percival LME%5BAuthor%5D&cauthor=true&cauthor_uid=28630294
https://www.ncbi.nlm.nih.gov/pubmed/?term=Ruhl M%5BAuthor%5D&cauthor=true&cauthor_uid=28630294
https://www.ncbi.nlm.nih.gov/pubmed/?term=Hesselbo SP%5BAuthor%5D&cauthor=true&cauthor_uid=28630294
https://www.ncbi.nlm.nih.gov/pubmed/?term=Jenkyns HC%5BAuthor%5D&cauthor=true&cauthor_uid=28630294
https://www.ncbi.nlm.nih.gov/pubmed/?term=Mather TA%5BAuthor%5D&cauthor=true&cauthor_uid=28630294
https://www.ncbi.nlm.nih.gov/pubmed/?term=Whiteside JH%5BAuthor%5D&cauthor=true&cauthor_uid=28630294
https://www.ncbi.nlm.nih.gov/pubmed/28630294
http://apps.webofknowledge.com/OutboundService.do?SID=D4Ca5oVLeKJpi1LWbNH&mode=rrcAuthorRecordService&action=go&product=WOS&daisIds=321953
http://apps.webofknowledge.com/full_record.do?product=WOS&search_mode=GeneralSearch&qid=1&SID=D4Ca5oVLeKJpi1LWbNH&page=1&doc=2
http://apps.webofknowledge.com/full_record.do?product=WOS&search_mode=GeneralSearch&qid=1&SID=D4Ca5oVLeKJpi1LWbNH&page=1&doc=2
http://apps.webofknowledge.com/OutboundService.do?SID=D4Ca5oVLeKJpi1LWbNH&mode=rrcAuthorRecordService&action=go&product=WOS&daisIds=321953
http://apps.webofknowledge.com/OutboundService.do?SID=D4Ca5oVLeKJpi1LWbNH&mode=rrcAuthorRecordService&action=go&product=WOS&daisIds=102627
http://apps.webofknowledge.com/full_record.do?product=WOS&search_mode=GeneralSearch&qid=1&SID=D4Ca5oVLeKJpi1LWbNH&page=1&doc=1
http://apps.webofknowledge.com/full_record.do?product=WOS&search_mode=GeneralSearch&qid=1&SID=D4Ca5oVLeKJpi1LWbNH&page=1&doc=1
https://www.ncbi.nlm.nih.gov/pubmed/?term=Rampino MR%5BAuthor%5D&cauthor=true&cauthor_uid=11543121
https://www.ncbi.nlm.nih.gov/pubmed/?term=Haggerty BM%5BAuthor%5D&cauthor=true&cauthor_uid=11543121
https://www.ncbi.nlm.nih.gov/pubmed/?term=Pagano TC%5BAuthor%5D&cauthor=true&cauthor_uid=11543121
https://www.ncbi.nlm.nih.gov/pubmed/11543121
https://www.ncbi.nlm.nih.gov/pubmed/?term=Rampino MR%5BAuthor%5D&cauthor=true&cauthor_uid=28963524
https://www.ncbi.nlm.nih.gov/pubmed/?term=Rodriguez S%5BAuthor%5D&cauthor=true&cauthor_uid=28963524
https://www.ncbi.nlm.nih.gov/pubmed/?term=Baransky E%5BAuthor%5D&cauthor=true&cauthor_uid=28963524
https://www.ncbi.nlm.nih.gov/pubmed/?term=Cai Y%5BAuthor%5D&cauthor=true&cauthor_uid=28963524
https://www.ncbi.nlm.nih.gov/pubmed/?term=Global+nickel+anomaly+links+Siberian+Traps+eruptions+and+the+latest+Permian+mass+extinction
https://www.ncbi.nlm.nih.gov/pubmed/?term=Rasmussen CM%C3%98%5BAuthor%5D&cauthor=true&cauthor_uid=30910963
https://www.ncbi.nlm.nih.gov/pubmed/?term=Kr%C3%B6ger B%5BAuthor%5D&cauthor=true&cauthor_uid=30910963
https://www.ncbi.nlm.nih.gov/pubmed/?term=Nielsen ML%5BAuthor%5D&cauthor=true&cauthor_uid=30910963
https://www.ncbi.nlm.nih.gov/pubmed/?term=Colmenar J%5BAuthor%5D&cauthor=true&cauthor_uid=30910963
https://www.ncbi.nlm.nih.gov/pubmed/30910963
http://www.ncbi.nlm.nih.gov/pubmed/?term=Rasskin-Gutman D%5BAuthor%5D&cauthor=true&cauthor_uid=18478528
http://www.ncbi.nlm.nih.gov/pubmed/?term=Esteve-Altava B%5BAuthor%5D&cauthor=true&cauthor_uid=18478528
http://www.ncbi.nlm.nih.gov/pubmed/18478528
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=E3WDd2PmykQaGPNnVYX&author_name=Orlov, S&dais_id=2706280&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=E3WDd2PmykQaGPNnVYX&author_name=Shatsillo, A&dais_id=1964451&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=E3WDd2PmykQaGPNnVYX&author_name=Courtillot, V&dais_id=102409&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/full_record.do?product=WOS&search_mode=GeneralSearch&qid=1&SID=E3WDd2PmykQaGPNnVYX&page=2&doc=12
http://apps.webofknowledge.com/full_record.do?product=WOS&search_mode=GeneralSearch&qid=1&SID=E3WDd2PmykQaGPNnVYX&page=2&doc=12
http://apps.webofknowledge.com/full_record.do?product=WOS&search_mode=GeneralSearch&qid=1&SID=E3WDd2PmykQaGPNnVYX&page=2&doc=12
file:///F:/%d0%9c%d0%90%d0%9c%d0%90%20%d1%80%d0%b0%d0%b1%d0%be%d1%87%d0%b0%d1%8f/javascript:;
https://www.ncbi.nlm.nih.gov/pubmed/8763357
https://www.ncbi.nlm.nih.gov/pubmed/?term=Roberts GG%5BAuthor%5D&cauthor=true&cauthor_uid=30992505
https://www.ncbi.nlm.nih.gov/pubmed/?term=Mannion PD%5BAuthor%5D&cauthor=true&cauthor_uid=30992505
https://www.ncbi.nlm.nih.gov/pubmed/?term=Timing+and+periodicity+of+Phanerozoic+marine+biodiversity+and+environmental+change
http://www.ncbi.nlm.nih.gov/pubmed/?term=Robertson DS%5BAuthor%5D&cauthor=true&cauthor_uid=1758196
http://www.ncbi.nlm.nih.gov/pubmed/1758196
http://www.ncbi.nlm.nih.gov/pubmed/1758196
https://www.ncbi.nlm.nih.gov/pubmed/?term=Sallan LC%5BAuthor%5D&cauthor=true&cauthor_uid=20479258
https://www.ncbi.nlm.nih.gov/pubmed/?term=Coates MI%5BAuthor%5D&cauthor=true&cauthor_uid=20479258
https://www.ncbi.nlm.nih.gov/pubmed/20479258
https://www.ncbi.nlm.nih.gov/pubmed/20479258
https://www.ncbi.nlm.nih.gov/pubmed/?term=Schaller MF%5BAuthor%5D&cauthor=true&cauthor_uid=21330490
https://www.ncbi.nlm.nih.gov/pubmed/?term=Wright JD%5BAuthor%5D&cauthor=true&cauthor_uid=21330490
https://www.ncbi.nlm.nih.gov/pubmed/?term=Kent DV%5BAuthor%5D&cauthor=true&cauthor_uid=21330490
https://www.ncbi.nlm.nih.gov/pubmed/21330490
https://www.ncbi.nlm.nih.gov/pubmed/?term=Schmitz B%5BAuthor%5D&cauthor=true&cauthor_uid=31555741
https://www.ncbi.nlm.nih.gov/pubmed/?term=Farley KA%5BAuthor%5D&cauthor=true&cauthor_uid=31555741
https://www.ncbi.nlm.nih.gov/pubmed/?term=Goderis S%5BAuthor%5D&cauthor=true&cauthor_uid=31555741
https://www.ncbi.nlm.nih.gov/pubmed/?term=Heck PR%5BAuthor%5D&cauthor=true&cauthor_uid=31555741
https://www.ncbi.nlm.nih.gov/pubmed/?term=Bergstr%C3%B6m SM%5BAuthor%5D&cauthor=true&cauthor_uid=31555741
https://www.ncbi.nlm.nih.gov/pubmed/?term=Boschi S%5BAuthor%5D&cauthor=true&cauthor_uid=31555741
https://www.ncbi.nlm.nih.gov/pubmed/?term=Boschi S%5BAuthor%5D&cauthor=true&cauthor_uid=31555741
https://www.ncbi.nlm.nih.gov/pubmed/?term=Claeys P%5BAuthor%5D&cauthor=true&cauthor_uid=31555741
https://www.ncbi.nlm.nih.gov/pubmed/?term=Debaille V%5BAuthor%5D&cauthor=true&cauthor_uid=31555741
https://www.ncbi.nlm.nih.gov/pubmed/?term=Dronov A%5BAuthor%5D&cauthor=true&cauthor_uid=31555741
https://www.ncbi.nlm.nih.gov/pubmed/?term=van Ginneken M%5BAuthor%5D&cauthor=true&cauthor_uid=31555741
https://www.ncbi.nlm.nih.gov/pubmed/?term=Harper DAT%5BAuthor%5D&cauthor=true&cauthor_uid=31555741
https://www.ncbi.nlm.nih.gov/pubmed/?term=Harper DAT%5BAuthor%5D&cauthor=true&cauthor_uid=31555741
https://www.ncbi.nlm.nih.gov/pubmed/?term=Iqbal F%5BAuthor%5D&cauthor=true&cauthor_uid=31555741
https://www.ncbi.nlm.nih.gov/pubmed/?term=Friberg J%5BAuthor%5D&cauthor=true&cauthor_uid=31555741
https://www.ncbi.nlm.nih.gov/pubmed/?term=Liao S%5BAuthor%5D&cauthor=true&cauthor_uid=31555741
https://www.ncbi.nlm.nih.gov/pubmed/?term=Martin E%5BAuthor%5D&cauthor=true&cauthor_uid=31555741
https://www.ncbi.nlm.nih.gov/pubmed/?term=Meier MMM%5BAuthor%5D&cauthor=true&cauthor_uid=31555741
https://www.ncbi.nlm.nih.gov/pubmed/?term=Peucker-Ehrenbrink B%5BAuthor%5D&cauthor=true&cauthor_uid=31555741
https://www.ncbi.nlm.nih.gov/pubmed/?term=Soens B%5BAuthor%5D&cauthor=true&cauthor_uid=31555741
https://www.ncbi.nlm.nih.gov/pubmed/?term=Wieler R%5BAuthor%5D&cauthor=true&cauthor_uid=31555741
https://www.ncbi.nlm.nih.gov/pubmed/?term=Terfelt F%5BAuthor%5D&cauthor=true&cauthor_uid=31555741
https://www.ncbi.nlm.nih.gov/pubmed/31555741
https://www.ncbi.nlm.nih.gov/pubmed/?term=Schoene B%5BAuthor%5D&cauthor=true&cauthor_uid=30792300
https://www.ncbi.nlm.nih.gov/pubmed/?term=Eddy MP%5BAuthor%5D&cauthor=true&cauthor_uid=30792300
https://www.ncbi.nlm.nih.gov/pubmed/?term=Samperton KM%5BAuthor%5D&cauthor=true&cauthor_uid=30792300
https://www.ncbi.nlm.nih.gov/pubmed/?term=Keller CB%5BAuthor%5D&cauthor=true&cauthor_uid=30792300
https://www.ncbi.nlm.nih.gov/pubmed/?term=Keller G%5BAuthor%5D&cauthor=true&cauthor_uid=30792300
https://www.ncbi.nlm.nih.gov/pubmed/?term=Adatte T%5BAuthor%5D&cauthor=true&cauthor_uid=30792300
https://www.ncbi.nlm.nih.gov/pubmed/?term=Khadri SFR%5BAuthor%5D&cauthor=true&cauthor_uid=30792300
https://www.ncbi.nlm.nih.gov/pubmed/30792300
https://www.ncbi.nlm.nih.gov/pubmed/?term=Schoene B%5BAuthor%5D&cauthor=true&cauthor_uid=25502315
https://www.ncbi.nlm.nih.gov/pubmed/?term=Samperton KM%5BAuthor%5D&cauthor=true&cauthor_uid=25502315
https://www.ncbi.nlm.nih.gov/pubmed/?term=Eddy MP%5BAuthor%5D&cauthor=true&cauthor_uid=25502315
https://www.ncbi.nlm.nih.gov/pubmed/?term=Keller G%5BAuthor%5D&cauthor=true&cauthor_uid=25502315
https://www.ncbi.nlm.nih.gov/pubmed/?term=Adatte T%5BAuthor%5D&cauthor=true&cauthor_uid=25502315
https://www.ncbi.nlm.nih.gov/pubmed/?term=Bowring SA%5BAuthor%5D&cauthor=true&cauthor_uid=25502315
https://www.ncbi.nlm.nih.gov/pubmed/?term=Bowring SA%5BAuthor%5D&cauthor=true&cauthor_uid=25502315
https://www.ncbi.nlm.nih.gov/pubmed/?term=Khadri SF%5BAuthor%5D&cauthor=true&cauthor_uid=25502315
https://www.ncbi.nlm.nih.gov/pubmed/?term=Gertsch B%5BAuthor%5D&cauthor=true&cauthor_uid=25502315
https://www.ncbi.nlm.nih.gov/pubmed/25502315
https://www.ncbi.nlm.nih.gov/pubmed/25502315
https://www.ncbi.nlm.nih.gov/pubmed/?term=Arz JA%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Barton PJ%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Bown PR%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Bralower TJ%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Christeson GL%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Claeys P%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Cockell CS%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Collins GS%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Collins GS%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Deutsch A%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Goldin TJ%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Goto K%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Grajales-Nishimura JM%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Grajales-Nishimura JM%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Grieve RA%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Gulick SP%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Johnson KR%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Kiessling W%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Koeberl C%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Kring DA%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=MacLeod KG%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Matsui T%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Melosh J%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Montanari A%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Morgan JV%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Neal CR%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Nichols DJ%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Norris RD%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Pierazzo E%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Ravizza G%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Rebolledo-Vieyra M%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Reimold WU%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Robin E%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Robin E%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Salge T%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Speijer RP%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Sweet AR%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Urrutia-Fucugauchi J%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Vajda V%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Whalen MT%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/?term=Willumsen PS%5BAuthor%5D&cauthor=true&cauthor_uid=20203042
https://www.ncbi.nlm.nih.gov/pubmed/10329112
https://www.ncbi.nlm.nih.gov/pubmed/10329112
https://www.ncbi.nlm.nih.gov/pubmed/10329112
https://www.ncbi.nlm.nih.gov/pubmed/?term=Sheets HD%5BAuthor%5D&cauthor=true&cauthor_uid=27432981
https://www.ncbi.nlm.nih.gov/pubmed/?term=Mitchell CE%5BAuthor%5D&cauthor=true&cauthor_uid=27432981
https://www.ncbi.nlm.nih.gov/pubmed/?term=Melchin MJ%5BAuthor%5D&cauthor=true&cauthor_uid=27432981
https://www.ncbi.nlm.nih.gov/pubmed/?term=Loxton J%5BAuthor%5D&cauthor=true&cauthor_uid=27432981
https://www.ncbi.nlm.nih.gov/pubmed/?term=%C5%A0torch P%5BAuthor%5D&cauthor=true&cauthor_uid=27432981
https://www.ncbi.nlm.nih.gov/pubmed/?term=Carlucci KL%5BAuthor%5D&cauthor=true&cauthor_uid=27432981
https://www.ncbi.nlm.nih.gov/pubmed/?term=Carlucci KL%5BAuthor%5D&cauthor=true&cauthor_uid=27432981
https://www.ncbi.nlm.nih.gov/pubmed/?term=Hawkins AD%5BAuthor%5D&cauthor=true&cauthor_uid=27432981
https://www.ncbi.nlm.nih.gov/pubmed/27432981
https://www.ncbi.nlm.nih.gov/pubmed/27432981

T.M. Xne6opaposa
B.A. NInxowsan

Shen J., Chen J., Algeo T.J., Yuan S., Feng Q., Yu J., Zhou L.,
O’Connell B., Planavsky N.J. Evidence for a prolonged Permian-
Triassic extinction interval from global marine mercury records.
Nat. Commun. 2019;10(1):1563. DOI 10.1038/s41467-019-09620-0.

Shen Y., Farquhar J., Zhang H., Masterson A., Zhang T., Wing B.A.
Multiple S-isotopic evidence for episodic shoaling of anoxic water
during Late Permian mass extinction. Nat. Commun. 2011;2:210.
DOI 10.1038/ncomms1217.

Smolarek-Lach J., Marynowski L., Trela W., Wignall P.B. Mercury
spikes indicate a volcanic trigger for the Late Ordovician mass ex-
tinction event: an example from a deep shelf of the Peri-Baltic re-
gion. Sci. Rep. 2019;9(1):3139. DOI 10.1038/s41598-019-39333-9.

Sneppen K., Bak P., Flyvbjerg H., Jensen M.H. Evolution as a self-
organized critical phenomenon. Proc. Natl. Acad. Sci. USA. 1995;
92:5209-5213.

Solé R.V., Manrubia S.C. Extinction and self-organized criticality in a
model of large-scale evolution. Phys. Rev. E. 1996;54(1):R42-R45.

Solé R.V,, Saldana J., Montoya J.M., Erwin D.H. Simple model of re-
covery dynamics after mass extinction. J. Theor. Biol. 2010;267(2):
193-200. DOI 10.1016/j.jtbi.2010.08.015.

Song H., Wignall P.B., Chu D., Tong J., Sun Y., Song H., He W., Tian L.
Anoxia/high temperature double whammy during the Permian-Tri-
assic marine crisis and its aftermath. Sci. Rep. 2014;4:4132. DOI
10.1038/srep04132.

Sun H., Xiao Y., Gao Y., Zhang G., Casey J.F., Shen Y. Rapid enhance-
ment of chemical weathering recorded by extremely light seawater
lithium isotopes at the Permian-Triassic boundary. Proc. Natl. Acad.
Sci. USA.2018;115(15):3782-3787. DOI 10.1073/pnas.1711862115.

Sutcliffe O.E., Dowdeswell J.A., Whittington R.J., Theron J.N., Craig J.
Calibrating the Late Ordovician glaciation and mass extinction by
the eccentricity cycles of Earth’s orbit. Geology. 2000;28(11):967-
970. DOI 10.1130/0091-7613(2000)028<0967:CTLOGA>2.3.CO;2.

Tanner L.H., Hubert J.F., Coffey B.P., McInerney D.P. Stability of at-
mospheric CO, levels across the Triassic/Jurassic boundary. Nature.
2001;411(6838):675-677.

Tennant J.P., Mannion P.D., Upchurch P. Sea level regulated tetrapod
diversity dynamics through the Jurassic/Cretaceous interval. Nat.
Commun. 2016;7:12737. DOI 10.1038/ncomms12737.

Them T.R. 2nd, Gill B.C., Caruthers A.H., Gerhardt A.M., Grocke D.R.,
Lyons T.W., Marroquin S.M., Nielsen S.G., Trabucho Alexandre J.P.,
Owens J.D. Thallium isotopes reveal protracted anoxia during the
Toarcian (Early Jurassic) associated with volcanism, carbon burial,
and mass extinction. Proc. Natl. Acad. Sci. USA. 2018;115(26):
6596-6601. DOI 10.1073/pnas.1803478115.

Thibodeau A.M., Ritterbush K., Yager J.A., West A.J., Ibarra Y., Bott-
jer D.J., Berelson W.M., Bergquist B.A., Corsetti F.A. Mercury
anomalies and the timing of biotic recovery following the end-Tri-
assic mass extinction. Nat. Commun. 2016;7:11147. DOI 10.1038/
ncomms11147.

Valentine J.W., Moores E.M. Plate-tectonic regulation of faunal diver-
sity and sea level: a model. Nature. 1970;228:657-659.

Valverde S., Ohse S., Turalska M., West B.J., Garcia-Ojalvo J. Structu-
ral determinants of criticality in biological networks. Front. Physiol.
2015;6:127. DOI 10.3389/fphys.2015.00127.

2020
244

MpryYnHbI Fo6anbHbIX BBIMUPAHNI
B UCTOPUN XUN3HN: GaKTbl 1 rnoTesbl

Van Bocxlaer B., Damme D.V., Feibel C.S. Gradual versus punctuated
equilibrium evolution in the Turkana Basin molluscs: evolutionary
events or biological invasions? Evolution. 2008;62(3):511-520. DOI
10.1111/j.1558-5646.2007.00296.x.

Veizer J., Godderis Y., Francois L. Evidence for decoupling of atmo-
spheric CO, and global climate during the Phanerozoic eon. Nature.
2000;408:698-701. DOI 10.1038/35047044.

Voje K.L. Tempo does not correlate with mode in the fossil record. Evo-
lution. 2016;70(12):2678-2689. DOI 10.1111/ev0.13090.

Voje K.L., Starrfelt J., Liow L.H. Model adequacy and microevolu-
tionary explanations for stasis in the fossil record. Am. Nat. 2018;
191(4):509-523. DOI 10.1086/696265.

Wang X., Liu S.A., Wang Z.R., Chen D.Z., Zhang L.Y. Zinc and stron-
tium isotope evidence for climate cooling and constraints on the
Frasnian-Famennian (similar to 372 Ma) mass extinction. Palaeo-
geogr. Palaeoclimatol. Palaeoecol. 2018;498:68-82. DOI 10.1016/j.
palaeo.2018.03.002.

Whiteside J.H., Olsen P.E., Eglinton T., Brookfield M.E., Sambrot-
to R.N. Compound-specific carbon isotopes from Earth’s largest
flood basalt eruptions directly linked to the end-Triassic mass ex-
tinction. Proc. Natl. Acad. Sci. USA. 2010;107(15):6721-6725. DOI
10.1073/pnas.1001706107.

Wignall P.B., Sun Y., Bond D.P., Izon G., Newton R.J., Védrine S.,
Widdowson M., Ali J.R., Lai X., Jiang H., Cope H., Bottrell S.H.
Volcanism, mass extinction, and carbon isotope fluctuations in the
Middle Permian of China. Science. 2009;324(5931):1179-1182.
DOI 10.1126/science.1171956.

Williamson P.O. Palaecontological documentation of speciation in Ce-
nozoic molluscs from Turkana basin. Nature. 1981;293:437-443.
Wolf Y.I., Viboud C., Holme E.C., Koonin E.V., Lipman D.J. Long
intervals of stasis punctuated by bursts of positive selection in the
seasonal evolution of influenza A virus. Biol. Direct. 2006;1:34. DOI

10.1186/1745-6150-1-34.

Xiao S., Laflamme M. On the eve of animal radiation: phylogeny, eco-
logy and evolution of the Ediacara biota. Trends Ecol. Evol. 2009;
24(1):31-40.

Zaffos A., Finnegan S., Peters S.E. Plate tectonic regulation of global
marine animal diversity. Proc. Natl. Acad. Sci. USA. 2017;114(22):
5653-5658. DOI 10.1073/pnas.1702297114.

Zhang F., Romaniello S.J., Algeo T.J., Lau K.V., Clapham M.E.,
Richoz S., Herrmann A.D., Smith H., Horacek M., Anbar A.D. Mul-
tiple episodes of extensive marine anoxia linked to global warm-
ing and continental weathering following the latest Permian mass
extinction. Sci. Adv. 2018a;4(4):e1602921. DOI 10.1126/sciadv.
1602921.

Zhang F., Xiao S., Kendall B., Romaniello S.J., Cui H., Meyer M., Gil-
leaudeau G.J., Kaufman A.J., Anbar A.D. Extensive marine anoxia
during the terminal Ediacaran Period. Sci. Adv.2018b;4(6):eaan8983.
DOI 10.1126/sciadv.aan8983.

Zhu Z., Liu Y., Kuang H., Benton M.J., Newell A.J.,, Xu H., An W,
JiS., Xu S., Peng N., Zhai Q. Altered fluvial patterns in North China
indicate rapid climate change linked to the Permian-Triassic mass
extinction. Sci. Rep. 2019;9(1):16818. DOI 10.1038/s41598-019-
53321-z.

BnarogapHocTu. ViccnegoBaHue BbinonHeHo npu drHaHcoBo nogaepx ke POOU B pamkax HayuHoro npoekta 19-14-50159. ABTopbl 6narogapat
B.B. CycnoBa 3a KpuTuyeckrie 3amedaHuis 1 NosesHyto AUCKYCCHIo MNP NOAFOTOBKE PYKOMUCH K My6nvKauuu.

KoH$nuKT nHTepecoB. ABTOPbI 3aABNAIOT 00 OTCYTCTBUM KOHGNIMKTa MHTEPECOB.
Moctynuna B pepakumio 03.12.2019. Mocne gopabotkm 03.02.2020. MpuHATa K nybnnkauyum 24.03.2020.

SBOJTIOLUMOHHAA TEHETUKA U BNOOOBPA3OBAHME / EVOLUTIONARY GENETICS AND SPECIATION

419


https://www.ncbi.nlm.nih.gov/pubmed/?term=Shen J%5BAuthor%5D&cauthor=true&cauthor_uid=30952859
https://www.ncbi.nlm.nih.gov/pubmed/?term=Chen J%5BAuthor%5D&cauthor=true&cauthor_uid=30952859
https://www.ncbi.nlm.nih.gov/pubmed/?term=Algeo TJ%5BAuthor%5D&cauthor=true&cauthor_uid=30952859
https://www.ncbi.nlm.nih.gov/pubmed/?term=Yuan S%5BAuthor%5D&cauthor=true&cauthor_uid=30952859
https://www.ncbi.nlm.nih.gov/pubmed/?term=Feng Q%5BAuthor%5D&cauthor=true&cauthor_uid=30952859
https://www.ncbi.nlm.nih.gov/pubmed/?term=Yu J%5BAuthor%5D&cauthor=true&cauthor_uid=30952859
https://www.ncbi.nlm.nih.gov/pubmed/?term=Zhou L%5BAuthor%5D&cauthor=true&cauthor_uid=30952859
https://www.ncbi.nlm.nih.gov/pubmed/?term=O'Connell B%5BAuthor%5D&cauthor=true&cauthor_uid=30952859
https://www.ncbi.nlm.nih.gov/pubmed/?term=Planavsky NJ%5BAuthor%5D&cauthor=true&cauthor_uid=30952859
https://www.ncbi.nlm.nih.gov/pubmed/30952859
https://doi.org/10.1038/ncomms1217
https://www.ncbi.nlm.nih.gov/pubmed/?term=Smolarek-Lach J%5BAuthor%5D&cauthor=true&cauthor_uid=30816186
https://www.ncbi.nlm.nih.gov/pubmed/?term=Marynowski L%5BAuthor%5D&cauthor=true&cauthor_uid=30816186
https://www.ncbi.nlm.nih.gov/pubmed/?term=Trela W%5BAuthor%5D&cauthor=true&cauthor_uid=30816186
https://www.ncbi.nlm.nih.gov/pubmed/?term=Wignall PB%5BAuthor%5D&cauthor=true&cauthor_uid=30816186
https://www.ncbi.nlm.nih.gov/pubmed/30816186
https://www.ncbi.nlm.nih.gov/pubmed/?term=Sol%C3%A9 RV%5BAuthor%5D&cauthor=true&cauthor_uid=9965171
https://www.ncbi.nlm.nih.gov/pubmed/?term=Manrubia SC%5BAuthor%5D&cauthor=true&cauthor_uid=9965171
https://www.ncbi.nlm.nih.gov/pubmed/9965171
https://www.ncbi.nlm.nih.gov/pubmed/?term=Sol%C3%A9 RV%5BAuthor%5D&cauthor=true&cauthor_uid=20804772
https://www.ncbi.nlm.nih.gov/pubmed/?term=Salda%C3%B1a J%5BAuthor%5D&cauthor=true&cauthor_uid=20804772
https://www.ncbi.nlm.nih.gov/pubmed/?term=Montoya JM%5BAuthor%5D&cauthor=true&cauthor_uid=20804772
https://www.ncbi.nlm.nih.gov/pubmed/?term=Erwin DH%5BAuthor%5D&cauthor=true&cauthor_uid=20804772
https://www.ncbi.nlm.nih.gov/pubmed/20804772
https://www.ncbi.nlm.nih.gov/pubmed/?term=Tong J%5BAuthor%5D&cauthor=true&cauthor_uid=24549265
https://www.ncbi.nlm.nih.gov/pubmed/?term=Sun Y%5BAuthor%5D&cauthor=true&cauthor_uid=24549265
https://www.ncbi.nlm.nih.gov/pubmed/?term=Song H%5BAuthor%5D&cauthor=true&cauthor_uid=24549265
https://www.ncbi.nlm.nih.gov/pubmed/?term=He W%5BAuthor%5D&cauthor=true&cauthor_uid=24549265
https://www.ncbi.nlm.nih.gov/pubmed/?term=Tian L%5BAuthor%5D&cauthor=true&cauthor_uid=24549265
https://doi.org/10.1038/srep04132
https://www.ncbi.nlm.nih.gov/pubmed/?term=Sun H%5BAuthor%5D&cauthor=true&cauthor_uid=29581278
https://www.ncbi.nlm.nih.gov/pubmed/?term=Xiao Y%5BAuthor%5D&cauthor=true&cauthor_uid=29581278
https://www.ncbi.nlm.nih.gov/pubmed/?term=Gao Y%5BAuthor%5D&cauthor=true&cauthor_uid=29581278
https://www.ncbi.nlm.nih.gov/pubmed/?term=Zhang G%5BAuthor%5D&cauthor=true&cauthor_uid=29581278
https://www.ncbi.nlm.nih.gov/pubmed/?term=Casey JF%5BAuthor%5D&cauthor=true&cauthor_uid=29581278
https://www.ncbi.nlm.nih.gov/pubmed/?term=Shen Y%5BAuthor%5D&cauthor=true&cauthor_uid=29581278
https://www.ncbi.nlm.nih.gov/pubmed/29581278
https://www.ncbi.nlm.nih.gov/pubmed/29581278
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=D6jpaQmfip7rmGrFpZS&author_name=Craig, J&dais_id=3472378&excludeEventConfig=ExcludeIfFromFullRecPage
https://www.ncbi.nlm.nih.gov/pubmed/27587285
https://www.ncbi.nlm.nih.gov/pubmed/27587285
https://www.ncbi.nlm.nih.gov/pubmed/?term=Them TR 2nd%5BAuthor%5D&cauthor=true&cauthor_uid=29891692
https://www.ncbi.nlm.nih.gov/pubmed/?term=Gill BC%5BAuthor%5D&cauthor=true&cauthor_uid=29891692
https://www.ncbi.nlm.nih.gov/pubmed/?term=Caruthers AH%5BAuthor%5D&cauthor=true&cauthor_uid=29891692
https://www.ncbi.nlm.nih.gov/pubmed/?term=Gerhardt AM%5BAuthor%5D&cauthor=true&cauthor_uid=29891692
https://www.ncbi.nlm.nih.gov/pubmed/?term=Gr%C3%B6cke DR%5BAuthor%5D&cauthor=true&cauthor_uid=29891692
https://www.ncbi.nlm.nih.gov/pubmed/?term=Lyons TW%5BAuthor%5D&cauthor=true&cauthor_uid=29891692
https://www.ncbi.nlm.nih.gov/pubmed/?term=Marroqu%C3%ADn SM%5BAuthor%5D&cauthor=true&cauthor_uid=29891692
https://www.ncbi.nlm.nih.gov/pubmed/?term=Nielsen SG%5BAuthor%5D&cauthor=true&cauthor_uid=29891692
https://www.ncbi.nlm.nih.gov/pubmed/?term=Trabucho Alexandre JP%5BAuthor%5D&cauthor=true&cauthor_uid=29891692
https://www.ncbi.nlm.nih.gov/pubmed/?term=Owens JD%5BAuthor%5D&cauthor=true&cauthor_uid=29891692
https://www.ncbi.nlm.nih.gov/pubmed/29891692
https://www.ncbi.nlm.nih.gov/pubmed/?term=Thibodeau AM%5BAuthor%5D&cauthor=true&cauthor_uid=27048776
https://www.ncbi.nlm.nih.gov/pubmed/?term=Ritterbush K%5BAuthor%5D&cauthor=true&cauthor_uid=27048776
https://www.ncbi.nlm.nih.gov/pubmed/?term=Yager JA%5BAuthor%5D&cauthor=true&cauthor_uid=27048776
https://www.ncbi.nlm.nih.gov/pubmed/?term=West AJ%5BAuthor%5D&cauthor=true&cauthor_uid=27048776
https://www.ncbi.nlm.nih.gov/pubmed/?term=Ibarra Y%5BAuthor%5D&cauthor=true&cauthor_uid=27048776
https://www.ncbi.nlm.nih.gov/pubmed/?term=Bottjer DJ%5BAuthor%5D&cauthor=true&cauthor_uid=27048776
https://www.ncbi.nlm.nih.gov/pubmed/?term=Bottjer DJ%5BAuthor%5D&cauthor=true&cauthor_uid=27048776
https://www.ncbi.nlm.nih.gov/pubmed/?term=Berelson WM%5BAuthor%5D&cauthor=true&cauthor_uid=27048776
https://www.ncbi.nlm.nih.gov/pubmed/?term=Bergquist BA%5BAuthor%5D&cauthor=true&cauthor_uid=27048776
https://www.ncbi.nlm.nih.gov/pubmed/?term=Corsetti FA%5BAuthor%5D&cauthor=true&cauthor_uid=27048776
https://www.ncbi.nlm.nih.gov/pubmed/27048776
https://www.ncbi.nlm.nih.gov/pubmed/?term=Valverde S%5BAuthor%5D&cauthor=true&cauthor_uid=26005422
https://www.ncbi.nlm.nih.gov/pubmed/?term=Ohse S%5BAuthor%5D&cauthor=true&cauthor_uid=26005422
https://www.ncbi.nlm.nih.gov/pubmed/?term=Turalska M%5BAuthor%5D&cauthor=true&cauthor_uid=26005422
https://www.ncbi.nlm.nih.gov/pubmed/?term=West BJ%5BAuthor%5D&cauthor=true&cauthor_uid=26005422
https://www.ncbi.nlm.nih.gov/pubmed/?term=Garcia-Ojalvo J%5BAuthor%5D&cauthor=true&cauthor_uid=26005422
https://www.ncbi.nlm.nih.gov/pubmed/26005422
http://www.ncbi.nlm.nih.gov/pubmed/?term=Van Bocxlaer B%5BAuthor%5D&cauthor=true&cauthor_uid=17999724
http://www.ncbi.nlm.nih.gov/pubmed/?term=Damme DV%5BAuthor%5D&cauthor=true&cauthor_uid=17999724
http://www.ncbi.nlm.nih.gov/pubmed/?term=Feibel CS%5BAuthor%5D&cauthor=true&cauthor_uid=17999724
http://www.ncbi.nlm.nih.gov/pubmed/17999724
https://doi.org/10.1111/j.1558-5646.2007.00296.x
https://doi.org/10.1038/35047044
https://www.ncbi.nlm.nih.gov/pubmed/?term=Voje KL%5BAuthor%5D&cauthor=true&cauthor_uid=27748958
https://www.ncbi.nlm.nih.gov/pubmed/27748958
https://www.ncbi.nlm.nih.gov/pubmed/27748958
https://www.ncbi.nlm.nih.gov/pubmed/?term=Voje KL%5BAuthor%5D&cauthor=true&cauthor_uid=29570405
https://www.ncbi.nlm.nih.gov/pubmed/?term=Starrfelt J%5BAuthor%5D&cauthor=true&cauthor_uid=29570405
https://www.ncbi.nlm.nih.gov/pubmed/?term=Liow LH%5BAuthor%5D&cauthor=true&cauthor_uid=29570405
https://www.ncbi.nlm.nih.gov/pubmed/29570405
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C5KDsoziklhhiopPsqa&author_name=Wang, X&dais_id=24065545&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C5KDsoziklhhiopPsqa&author_name=Liu, SA&dais_id=916951&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=C5KDsoziklhhiopPsqa&author_name=Wang, ZR&dais_id=2288438&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=D6jpaQmfip7rmGrFpZS&author_name=Chen, DZ&dais_id=839580&excludeEventConfig=ExcludeIfFromFullRecPage
http://apps.webofknowledge.com/DaisyOneClickSearch.do?product=WOS&search_mode=DaisyOneClickSearch&colName=WOS&SID=D6jpaQmfip7rmGrFpZS&author_name=Zhang, LY&dais_id=11588731&excludeEventConfig=ExcludeIfFromFullRecPage
https://www.ncbi.nlm.nih.gov/pubmed/?term=Whiteside JH%5BAuthor%5D&cauthor=true&cauthor_uid=20308590
https://www.ncbi.nlm.nih.gov/pubmed/?term=Olsen PE%5BAuthor%5D&cauthor=true&cauthor_uid=20308590
https://www.ncbi.nlm.nih.gov/pubmed/?term=Eglinton T%5BAuthor%5D&cauthor=true&cauthor_uid=20308590
https://www.ncbi.nlm.nih.gov/pubmed/?term=Brookfield ME%5BAuthor%5D&cauthor=true&cauthor_uid=20308590
https://www.ncbi.nlm.nih.gov/pubmed/?term=Sambrotto RN%5BAuthor%5D&cauthor=true&cauthor_uid=20308590
https://www.ncbi.nlm.nih.gov/pubmed/?term=Sambrotto RN%5BAuthor%5D&cauthor=true&cauthor_uid=20308590
https://www.ncbi.nlm.nih.gov/pubmed/20308590
https://www.ncbi.nlm.nih.gov/pubmed/?term=Izon G%5BAuthor%5D&cauthor=true&cauthor_uid=19478179
https://www.ncbi.nlm.nih.gov/pubmed/?term=Newton RJ%5BAuthor%5D&cauthor=true&cauthor_uid=19478179
https://www.ncbi.nlm.nih.gov/pubmed/?term=V%C3%A9drine S%5BAuthor%5D&cauthor=true&cauthor_uid=19478179
https://www.ncbi.nlm.nih.gov/pubmed/?term=Widdowson M%5BAuthor%5D&cauthor=true&cauthor_uid=19478179
https://www.ncbi.nlm.nih.gov/pubmed/?term=Ali JR%5BAuthor%5D&cauthor=true&cauthor_uid=19478179
https://www.ncbi.nlm.nih.gov/pubmed/?term=Lai X%5BAuthor%5D&cauthor=true&cauthor_uid=19478179
https://www.ncbi.nlm.nih.gov/pubmed/?term=Jiang H%5BAuthor%5D&cauthor=true&cauthor_uid=19478179
https://www.ncbi.nlm.nih.gov/pubmed/?term=Cope H%5BAuthor%5D&cauthor=true&cauthor_uid=19478179
https://www.ncbi.nlm.nih.gov/pubmed/?term=Bottrell SH%5BAuthor%5D&cauthor=true&cauthor_uid=19478179
http://www.ncbi.nlm.nih.gov/pubmed/?term=Wolf YI%5BAuthor%5D&cauthor=true&cauthor_uid=17067369
http://www.ncbi.nlm.nih.gov/pubmed/?term=Viboud C%5BAuthor%5D&cauthor=true&cauthor_uid=17067369
http://www.ncbi.nlm.nih.gov/pubmed/?term=Holmes EC%5BAuthor%5D&cauthor=true&cauthor_uid=17067369
http://www.ncbi.nlm.nih.gov/pubmed/?term=Koonin EV%5BAuthor%5D&cauthor=true&cauthor_uid=17067369
http://www.ncbi.nlm.nih.gov/pubmed/?term=Lipman DJ%5BAuthor%5D&cauthor=true&cauthor_uid=17067369
http://www.ncbi.nlm.nih.gov/pubmed/17067369
https://dx.doi.org/10.1186%2F1745-6150-1-34
https://www.ncbi.nlm.nih.gov/pubmed/?term=Zaffos A%5BAuthor%5D&cauthor=true&cauthor_uid=28507147
https://www.ncbi.nlm.nih.gov/pubmed/?term=Finnegan S%5BAuthor%5D&cauthor=true&cauthor_uid=28507147
https://www.ncbi.nlm.nih.gov/pubmed/?term=Peters SE%5BAuthor%5D&cauthor=true&cauthor_uid=28507147
https://www.ncbi.nlm.nih.gov/pubmed/?term=Zaffos+et+al.%2C+2017
https://www.ncbi.nlm.nih.gov/pubmed/?term=Zhang F%5BAuthor%5D&cauthor=true&cauthor_uid=29651454
https://www.ncbi.nlm.nih.gov/pubmed/?term=Romaniello SJ%5BAuthor%5D&cauthor=true&cauthor_uid=29651454
https://www.ncbi.nlm.nih.gov/pubmed/?term=Algeo TJ%5BAuthor%5D&cauthor=true&cauthor_uid=29651454
https://www.ncbi.nlm.nih.gov/pubmed/?term=Lau KV%5BAuthor%5D&cauthor=true&cauthor_uid=29651454
https://www.ncbi.nlm.nih.gov/pubmed/?term=Clapham ME%5BAuthor%5D&cauthor=true&cauthor_uid=29651454
https://www.ncbi.nlm.nih.gov/pubmed/?term=Richoz S%5BAuthor%5D&cauthor=true&cauthor_uid=29651454
https://www.ncbi.nlm.nih.gov/pubmed/?term=Herrmann AD%5BAuthor%5D&cauthor=true&cauthor_uid=29651454
https://www.ncbi.nlm.nih.gov/pubmed/?term=Smith H%5BAuthor%5D&cauthor=true&cauthor_uid=29651454
https://www.ncbi.nlm.nih.gov/pubmed/?term=Horacek M%5BAuthor%5D&cauthor=true&cauthor_uid=29651454
https://www.ncbi.nlm.nih.gov/pubmed/?term=Anbar AD%5BAuthor%5D&cauthor=true&cauthor_uid=29651454
https://www.ncbi.nlm.nih.gov/pubmed/29651454
https://www.ncbi.nlm.nih.gov/pubmed/?term=Zhang F%5BAuthor%5D&cauthor=true&cauthor_uid=29938217
https://www.ncbi.nlm.nih.gov/pubmed/?term=Xiao S%5BAuthor%5D&cauthor=true&cauthor_uid=29938217
https://www.ncbi.nlm.nih.gov/pubmed/?term=Kendall B%5BAuthor%5D&cauthor=true&cauthor_uid=29938217
https://www.ncbi.nlm.nih.gov/pubmed/?term=Romaniello SJ%5BAuthor%5D&cauthor=true&cauthor_uid=29938217
https://www.ncbi.nlm.nih.gov/pubmed/?term=Cui H%5BAuthor%5D&cauthor=true&cauthor_uid=29938217
https://www.ncbi.nlm.nih.gov/pubmed/?term=Meyer M%5BAuthor%5D&cauthor=true&cauthor_uid=29938217
https://www.ncbi.nlm.nih.gov/pubmed/?term=Gilleaudeau GJ%5BAuthor%5D&cauthor=true&cauthor_uid=29938217
https://www.ncbi.nlm.nih.gov/pubmed/?term=Gilleaudeau GJ%5BAuthor%5D&cauthor=true&cauthor_uid=29938217
https://www.ncbi.nlm.nih.gov/pubmed/?term=Kaufman AJ%5BAuthor%5D&cauthor=true&cauthor_uid=29938217
https://www.ncbi.nlm.nih.gov/pubmed/?term=Anbar AD%5BAuthor%5D&cauthor=true&cauthor_uid=29938217
https://www.ncbi.nlm.nih.gov/pubmed/29938217
https://www.ncbi.nlm.nih.gov/pubmed/?term=Zhu Z%5BAuthor%5D&cauthor=true&cauthor_uid=31727990
https://www.ncbi.nlm.nih.gov/pubmed/?term=Liu Y%5BAuthor%5D&cauthor=true&cauthor_uid=31727990
https://www.ncbi.nlm.nih.gov/pubmed/?term=Kuang H%5BAuthor%5D&cauthor=true&cauthor_uid=31727990
https://www.ncbi.nlm.nih.gov/pubmed/?term=Benton MJ%5BAuthor%5D&cauthor=true&cauthor_uid=31727990
https://www.ncbi.nlm.nih.gov/pubmed/?term=Newell AJ%5BAuthor%5D&cauthor=true&cauthor_uid=31727990
https://www.ncbi.nlm.nih.gov/pubmed/?term=Xu H%5BAuthor%5D&cauthor=true&cauthor_uid=31727990
https://www.ncbi.nlm.nih.gov/pubmed/?term=An W%5BAuthor%5D&cauthor=true&cauthor_uid=31727990
https://www.ncbi.nlm.nih.gov/pubmed/?term=Ji S%5BAuthor%5D&cauthor=true&cauthor_uid=31727990
https://www.ncbi.nlm.nih.gov/pubmed/?term=Xu S%5BAuthor%5D&cauthor=true&cauthor_uid=31727990
https://www.ncbi.nlm.nih.gov/pubmed/?term=Peng N%5BAuthor%5D&cauthor=true&cauthor_uid=31727990
https://www.ncbi.nlm.nih.gov/pubmed/?term=Zhai Q%5BAuthor%5D&cauthor=true&cauthor_uid=31727990
https://www.ncbi.nlm.nih.gov/pubmed/31727990

SBOJIIOLUMOHHAA TEHETUKA U BUJOOBPA3OBAHUE BaBnnoBcKum xxypHan reHeTuku n cenekumm. 2020;24(4):420-426

OpwuruHanbHoe nccneposanue / Original article DOI 10.18699/V]20.634

YOK 57.065:575.858(282.256.341)
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Abstract. In ancient freshwater lakes, an abnormally large species diversity is observed. The mechanisms that ge-
nerated extremely high biodiversity in the ancient lakes have not been sufficiently studied and remain only partially
known. Sequences of environmental changes in highly complex ecosystems such as Lake Baikal, may induce sophis-
ticated combinations of microevolutionary processes. These processes are likely to result in unusual “patterns” of
genetic variability of species. The most unusual patterns include the ones when speciation is followed by incomplete
lineage sorting as well as mitochondrial or nuclear introgression. All these phenomena are diagnosed by compar-
ing the topologies of phylogenetic trees inferred from molecular markers of evolution located in mitochondria and
nuclei. Mitochondrial and nuclear introgression is a particularly interesting and complex case, which is the process of
incorporating the gene alleles of one species into the gene pool of a sister species due to interspecific hybridization
(introgressive hybridization). In many cases, existing methods for molecular phylogenetic analysis do not automati-
cally allow the observed patterns of polymorphism to be explained and, therefore, cannot provide hypotheses that
would explain the mechanisms which resulted to these patterns. Here we use adaptive dynamics models to study
neutral molecular evolution under various scenarios of interaction between sister species and the environment. We
propose and justify a set of criteria for detecting how two evolutionary trees may differ, with a special focus on com-
paring a tree inferred from nuclear DNA to one from mitochondrial DNA. The criteria react to branching pattern and
branch lengths, including relative distances from ancestral lineages. Simulations show that the criteria allow fast and
automated detection of various types of introgression, secondary breaches of reproductive barriers, and incomplete
lineage sorting.

Key words: mitochondrial introgression; incomplete lineage sorting; ancient lakes; sympatric speciation; parapatric
speciation; disagreements between phylogenies; Lake Baikal.
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MeTo[ BBISIBJIEHUS U oIipeneseHsa TUIIOB HEeCOOTBETCTBUI
MEeXay (l)I/IJ'IOI‘eHeTI/I‘-IECKI/IMI/I JePEBbAMU,
ITIOCTPOE€HHBIMM II0 AO0E€PHBIM 1 MUTOXOHAPNMAJIbHBIM MapKepaM

A.A. TTopoummna @, A .JO. lllepbakos, T.E. [TepeToaunna

JIumHonornyecknin HCTUTYT Cnbupckoro otaeneHns Poccuiickon akagemmn Hayk, MpkyTck, Poccns
® e-mail: a.poroshina@lin.irk.ru

AHHOTauuMA. B gpeBHNX NpPecHOBOAHbIX 03epax HabMoaaeTcss aHOManbHO 60JbLIOV BUAOBOWN COCTaB OPraHM3MOB.
MexaHu3mbl, KoTopble 06ycoBUNN GopMupoBaHme 61MopasHOo0bpasna B LPEBHMX 03epaX, eLLe HEAOCTAaTOYHO 13-
YeHbl. MMKPO3BOJTIOLMOHHbIE MPOLIECCHI, NPUBOAALLME B KOHEYHOM MTOre K BUAOOOPA30BaHMIo, BK/KOYaloT B cebA B
KauyecTBe 3/1eMeHTapHbIX MPOLIECCOB M3MEHEHUS YNCIIEHHOCT 0COBel, MUTPaLMIo U PENPOAYKTUBHYIO U30ALKIO.
B npupopHbIX yCnoBursx, 0COGEHHO B TaKOW CIIOXHOW KOCKCTEME, KaK dKocmcTeMa balikana, KoMGrHaLMm MUKpo-
3BOJIOLIMOHHbIX MPOLIECCOB MOTYT HOCWTb CaMblil MPUYYANMBBIA XapakTep U MOpoXKAaTb HEOObIYHbIE «Y30pPbl» re-
HETUYECKOW N3MEHUMBOCTY BUAOB. K Hanbonee HeoOblYHbIM CielaM CIOXHbIX BUA006pa3oBaTesNibHbIX NPOLECCOB
OTHOCATCA YHaC/eA0BaHHbIA NONUMOPPM3M, a TaKKe MUTOXOHAPUANbHAA U AfePHAA NHTPorpeccumn. ITn ABNeHNA
LVNarHOCTMPYIOTCA Ha OCHOBAHUW CPABHEHUS TOMOMOMI GUITOTEHETUYECKMX [EPEBBEB, MOCTPOEHHbIX MO SAEPHbIM
1 MUTOXOHAPMANbHbIM MOJIEKYNIAPHBIM MapKepam 3BonoLyn. OCOBEHHO MHTEPECHbIN 1 CIIOXKHBIA Cllydaiil — MUATO-
XOHAPWanbHas 1 AAepHan VHTPOrpeccus, NpeacTaBnsAowan cobon Npouecc BKAYEHNA annenei reHoB OAHOro
BMAa B reHOOH[ CECTPNHCKOro BUAa Npv MeXBUaoBon rmbpuansaumm (MHTporpeccusHas rubpuansaumsa). Yacto
CyLLeCTBYIOLME METOAbI aHANIM3a FEHETMYECKOrO NonMmopdu3mMa He NO3BOSIAIOT aBTOMATUUYECKU HaXOANUTb OObACHE-
HUe HabngaeMbIX KapTUH Nommopdun3ma 1, CefoBaTeNbHoO, NpegaraTb rMMnoTesbl, KOTOpble Obl PAaCKPbIIv MeXa-
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HV3Mbl, MOPOAUBLLME 3TN KapTUHBbI. B HacTosA el paboTe Mbl MCMOb3yeM MOAENUN afanTUBHOW AUHAMWKU ANA U3y-
YeHNA HeNTPanbHOW MONEKYIAPHON 3BOMIOLNN NMPY Pa3fINUHbIX CLLeHapUAX B3aUMOAENCTBUA MeXAY CeCTPUHCKMUN
BMAAMU 1 OKpY»KatoLen cpepoit. Mbl npeanaraem Habop Kputepres A onpeaeneHns Toro, Kak MoryT pasnnyatbea
[1Ba 3BOJTIOLMOHHbIX filepeBa, MOCTPOEHHbIX C MCMOSIb30BaHMEM NOCeoBaTeNIbHOCTEN AAEPHON N MUTOXOHAPUASTb-
Hol HK. MogennpoBaHue NoKasbiBaET, YTO KPUTEPMM NO3BONAIOT ObICTPO 1 aBTOMATMUECKU BbIABAATL PasfinyHble
TUMbI IHTPOTPeCccuy, BTOPUYHbIE HapyLLEeHVA PenpPofyKTUBHbIX 6apbepoB 1 HEMONTHOE PaCcXOXAeHWe BULOB.

KntoueBble Cl0Ba: MUTOXOHAPUANbHAA UHTPOrpeccus; HenonHasa COPTUPOBKA POAOCIOBHON; ApPeBHMEe 03epa; CUM-
naTpuyeckoe B1A00OPa3oBaHNe; NapanaTpuyeckoe BUA00OPa3oBaHNe; pa3HOrNacua Mexay GunoreHuAMmn; 03epo

bankan.

Introduction

Significant advances in gathering the data on genetic polymor-
phisms of all kinds of organisms have shed light on important
features of the evolutionary process. For example, recent
technique, allow one to study previously cryptic features of
the mechanisms, generating and maintaining the diversity of
life. Among the most challenging foci of modern evolutionary
studies are the hyper-diverse and geographically constrained
ancient freshwater lakes (Lake Baikal in East Siberia, Lake
Tanganyika in East Africa etc). These lakes are inhabited by
rapidly evolving species assemblages generated by adaptive
radiation, mostly in sympatry, and ultimately responding to
the fast and powerful environmental challenges generated by
global changes (Brooks, 1950; Sherbakov, 1999; Salzburger
et al., 2014). Studies of speciation processes in ancient lakes
revealed numerous cases of presumably complicated evolu-
tionary histories and therefore many unexpected patterns of
genetic diversity. The most striking are the cases of dramatic
discordance between the patterns resulting the studies of
mitochondrial and nuclear DNA described in (Nevado et al.,
2009; Sturmbauer et al., 2010; Kéver et al., 2018).

Although these phenomena are well and long known to exist
in many species, their explanations involve the assumption
of large-scale range shifts (Toews, Brelsford, 2012; Schon,
Martens, 2012) and thus are hardly applicable to the situations
of sympatric or parapatric speciation responsible for the most
of'the species diversification in relatively small and closed eco-
systems. A systematic study of disagreements between mito-
chondrial and nuclear phylogenies requires a formal procedure
automating search for such cases, such as testing significance
of the disagreement and modelling of evolutionary scenarios
likely to cause generation of the discrepancies between nuclear
and cytoplasmic phylogenies. Here we describe fast simulta-
neous analysis of two tree topologies allowing one to detect
a discordance, test its significance and diagnose its type. We
test this approach on a set of trees resulting simulations of
evolutionary events and on the real-world data set on endemic
to Lake Baikal gastropods of genus Baicalia.

Materials and methods

Individual based modeling. Individual-based models
(Grimm, Railsback, 2005) simulating evolution of two sister
species of diploid organisms possessing both mitochondrial
and nuclear DNA markers were designed as described in
(Semovski et al., 2004). Differential responses of the sister
species to the same environmental challenges were modelled
by pre-setting independent curves of environmental niche
capacity for the two sympatrically occurring species. Model
also allows independent variation of gene flows between the
species thus mimicking asymmetric or symmetric breach of

SBOJTIOLUMOHHAA TEHETUKA U BNOOOBPA3OBAHME / EVOLUTIONARY GENETICS AND SPECIATION

the reproductive barrier during defined periods of time. Each

simulation was succeeded by collection of certain amount

(usually 100 of each to make it comparable to an experimental

study) of marker sequences from the same “individuals”, saved

in separate files and maximum likelihood trees were inferred

with PhyML version 3.3.20180129 (Guindon et al., 2010),

using the model of molecular evolution set to JC because of

the simulation settings. Tree comparisons were performed
with custom Python scripts using ete2 library (Huerta-Cepas

et al., 2010).

Types of discordances between mitochondrial and nuc-
lear markers. Discordance between nuclear and mitochon-
drial trees should be declared when their branching patterns
differ significantly so that one of them looks distorted strongly
if compared to the other. We test following kinds of phylogeny
discordances of two sister groups of organisms may occur:

- splitting into two species;

- introgression is when on the one tree all groups form sepa-
rate clades, while on the other tree one group appears inside
the cluster formed by the other group. In other words, the
common for one group allele becomes fully substituted with
the allele originated from the other group;

« inherited polymorphism (incomplete lineage sorting)
is when due to resent breach of reproductive barrier both
groups acquire alleles from the other ones. Discriminating
between different types of branching order discordances.
In order to detect the cases of introgressions while compar-

ing data sets, we had developed the test, which was used then
to optimize the processing of fairly large amounts of data.
The test employs three values estimated from the phylogenies
(Fig. 1). The first value is the corrected mutational distance
between the common ancestors of the two species (nodes L
and Lp) and the most basal node C4 (common ancestor of the
two species). In the case of inherited polymorphism all three
points in fact are the same point and thus all three distances
are equal to zero. Therefore if all three distances insignifi-
cantly differ from zero one may assume incomplete sorting of
ancestral lineages. Obviously all three distances would have
significant lengths if unaccomplished divergence of the two
species took place. We can also find the distance between CA
and L (d) for two species and find their difference (D). With
inherited polymorphism and separation into two types, the
distances d,, and d,, will be approximately equal.

The second value useful for detecting of introgression is
the sum of all distances from all representatives of the same
species to the most recent common ancestral node of the tree
(Ey if the number of specimens of the two species analyzed is
very far from equal, the average distance £ by a species must
be used). In spite of any accomplishments this value should
be approximately equal if molecular clock hypothesis holds.
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The latter condition may be tested separately. The significantly
different from zero value of the difference between E; and
E;, determined for one molecular marker, i.e. mitochondrial
gene while remaining approximately equal for other marker(s)
points at full introgression (see Fig. 1).

The possibility of a dramatic violations of molecular clock
hypothesis as well as numerous other reasons make it ne-
cessary to support the hypothesis on the introgression inde-
pendently. Here we propose to use for that purpose the test
for monophyly of the clades in question. We employed the
simplest form of the test as it is implemented in ete2 and ete3
libraries for Python (http://etetoolkit.org/). Based on the topo-
logy of the tree it calculates the coefficient of monophyly, P.
It becomes 0 in case of a monophyletic clade and 1 in case
of polyphyly.

The values and designations involved in the analysis are:
P — inherited polymorphism; I — introgression; 2s — two spe-
cies; P — coefficient of polyphyleticity (0: monophyletic,
1: polyphyletic); CA — closest common ancestor; L — furthest
descendant of the common ancestor indexed by the species;
d — distance (along the tree) from CA to L indexed by the
species.

It is important to note that the protocol (pipeline) described
here makes it easy to test directly the statistical significance of
the diagnosis. This may be done by applying it to the bootstrap
replicates of the original data set followed by odds ratio test
to estimate the support to the conclusion.

In the case of the full introgression all sequences of one
type appear as the ingroup(s) to the recipient type. The other
marker yields monophyletic clusters consisting of a single
type of sequences. The four cases above may be diagnosed
by measuring the distances between the common ancestors of
sequences as they appear on the tree and comparing them to
distances from the common ancestors to the common root in
combination with the monophyleticity test for the both sister
groups. Indeed, the inner branch between the common ances-
tors of two groups passes the node defined by the outgroup in
all cases except for complete introgression. In the latter case
the common ancestor of the recipient group is connected to
the outgroup via the common ancestor of the donor group. In
this case the donor group is always polyphyletic, while the
recipient may be both monophyletic or polyphyletic if the
introgression occurred more then, once or multiple donor’s
lineages were involved. Mutual introgression from the recent
bi-directional hybridization generates the latter pattern in both
directions. In this case each type of sequences appears in the
other cluster as an ingroup.

Introgression differs from incomplete lineage sorting be-
cause in former case common ancestors of the invader (do-
nated) lineages would be significantly younger then the com-
mon ancestor of the recipient. In contrast, incomplete sorting
of ancestral lineages results in the absence of separate clusters
for the two groups in case of one of the markers. The simplest
cause of the latter may be the insufficient rate of molecular
evolution of the marker affected.

In all cases the internal branching order must be robustly
supported, and the branches crucial for the diagnosis must have
significant lengths. Therefore testing the diagnosis significance
simply turns into testing the significance of the sum of branch
lengths between common ancestors of the groups (species)
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Fig. 1. Schematic representation of the distortions to the tree topology
resulting the inherited polymorphism (incomplete lineage sorting) and
full introgression as compared to the unspoiled separation of two sister
species.

Inherited
polymorphism

Nuclear
introgression
MRCA(1) A

MRCA (1 MRCA (1) A<
C C
a |:: MRCA (2)
MRCA(2) B MRCA (2) B
0 0 0

MRCA (1) MRCA() A MRCA (1)
A G c AB
MRCA (2)
b MRCA (2)
0 0

MRCA (2) B
Fig. 2. The respective position of the most recent common ancestors
(MRCA) in trees inferred from nuclear and mitochondrial introgressions.
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Upperraw (a): trees inferred from nuclear markers, lower raw (b): trees inferred
from mitochondrial markers.

and the most ancestral node of the tree. There are several me-
thods of estimating the confidence limits of the branch length
(Felsenstein, Felenstein, 2004; Anisimova, Gascuel, 2006).

Additional feature helping to diagnose the distortions of tree
topology is the monophyleticity of the groups. In the case of
the lack of any discordance, the mutual correspondence must
hold between the groups and clades on the tree.

If the tree is rooted by outgroup (Fig. 2, scheme of a fully
resolved phylogeny of two groups showing designations
used in this paper) CA, and CAjp labelled with colored dots
designate the common ancestors of the respective groups, O
is their common ancestor as it is defined by the outgroup)
linked to the common ancestor of species A and B with their
common ancestors designated as it is shown on the same
figure, the relative position of the three nodes will distinguish
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Table 1. Diagnostic of the tree distortions (nuclear or mitochondrial)

Pattern Group A is monophyletic ~ Group B is monophyletic ~ CA, CA, CA, s CA,,
DIVISIonmtozspeCIes ............. + ............................................... +>|_>|_ ..................... 0 .................. 0 ...................
|ntrogre55|on ............................. S + ............................................... >|_ .................. >|_ .................. >0 .................. 0 ...................
InhentedeIymorphlsm .......... S S :L .................. :L ..................... 0 .................. 0 ...................

between full introgressions if taken together with the results
of testing the groups for monophyleticity. All possible out-
comes are summarized in Table 1 (L is the distance between
the common ancestor of a groups to the common ancestor of
the two groups).

Baicalia sequences. Sampling locations of Baicalia speci-
mens are specified in (Peretolchina et al., 2007). Genomic
DNA was extracted from muscle tissue using a modified
method described earlier (Sokolov, 2000). Gene fragments
of mitochondrial cytochrome ¢ oxidase subunit 1 (COI) were
amplified using primers L1490 (5'-GGTCAACAAATCATAA
AGATATTGG-3’) and H2198 (5-TAAACTTCAGGGTGAC
CAAAAAATCA-3") (Folmer et al., 1994); fragments of the in-
ternal transcribed spacer (ITS1) were amplified using primers
Kp-2F (5'-AAAAAGCTTCCGTAGGTGAACCTGCG-3")
and 5.8SR (5'-AGCTTGGTGCGTTCTTCATCGA-3") (Nazar,
Roy, 1978). An average of 1-3 pL of DNA extracted was
amplified in a 25 puL reaction using BioMaster HS-Taq PCR
Kit (Biolabmix, Russia) under the conditions recommended
by the manufacturer. The conditions for amplification, elec-
trophoresis and amplicon purification are those in T.E. Pe-
retolchina et al. (2007). GenBank accession numbers of
ITS1 sequences: FI598711, FJ598712, FI598715-FJ598723,
FJ598727-FJ598732, FI598735-FJ598741, FI598743—
FJ598745, FI598748-F1598760, FI598762-FJ598771,
FJ598832-FJ598848; of COI sequences: 292995 (Zubakov
etal., 1997), HQ113269-HQ113278, DQ436384-DQ436443,
GU22640-GU22649, KT885116, FI749133.

Software availability. All custom software used in this
work is available from https://github.com/dysh/MRDR.

Results and discussion

We have used several example phylogenies resulted from
computer experiments where various scenarios were used
to generate different patterns of disagreements between ma-
ternally inherited mitochondrial and nuclear DNA of diploid

Table 2. Metrics of the ML trees inferred from simulated data

organisms. The simulations involved differential responses
of sister species to the changes of environmental capacity
accompanied by periods of reproductive isolation breaches.
Each simulation produced two sets of “DNA sequences”
(Semovski et al., 2004) used for tree inferences subsequently
compared to each other using the procedure described here.
All kinds of disagreements between the trees were obtained
in course of these simulations and successfully classified
using the distances between ancestral roots and tests for
motophyleticity (Table 2). An example of full mitochondrial
introgression is shown on Fig. 3 (circles designate common
ancestors. The trees are rooted with the starting sequence used
in the simulation).

Experimental data example: genus Baicalia. Gastropod
genus Baicalia belonging to the subfamily Baicaliinae ende-
mic to Lake Baikal consists of five species diverged from the
common ancestor relatively recently in confines of the lake
(Sherbakov, 1999). Species of this genus differ morphologi-
cally and ecologically. The most remarkable ecological dif-
ference between them is their substrate—dependent mating
behavior. Both nuclear and mitochondrial markers have been
used in phylogenetic inferences involving the species of Baica-
lia (Zubakov et al., 1997; Peretolchina et al., 2007; Sitnikova
et al., 2016). Dramatic discrepancies between phylogenies
inferred from several nuclear markers and mitochondrial
markers are reported to be typical for the whole group and for
Buaicalia in particular (Peretolchina et al., 2007; Sitnikova et
al., 2016). Here we have reproduced phylogenetic inferences
using the data set consisting of two markers of different inheri-
tance mode belonging to three Baicalia species: B. carinata,
B. dybowskiana and B. turriformis from (Peretolchina et al.,
2007). Two separate phylogenies have been obtained for the
nuclear gene ITS1 and mitochondrial COI. Maximum likeli-
hood trees obtained differed from each other (Fig. 4).

The two species, B. dvbowskiana and B. turriformis, appear
as monophyletic separate clades in a phylogeny inferred from

Treefiles Group Ais Group Biis CA, CA, CA., CA., Type
monophyletic monophyletic
treezs . m Itrooure ............ + ................................ + ................................ 0 038290 ............ 0 0 40520 .............. 0 ............. 0 ........... D M S,on, n tozspeaes ........

treezs . n . rOOttre ................ + ................................ + ................................ o 082230 ............ 0 1 9520 ................ 0 ............. 0 .........

tree|NTm,t rOOttre ........... R + ................................ 0 026070 ............ 0 ............................ 0 .......... > 0 ........... | ntrogre SS,on .......................

treelNanOOttre .............. R + ................................ 0 050680 ............ 0 0 87960 ........... > 0 .......... >0 .........

tree”: . m ,troottre ............. R R 0 ......................... 0 ............................ 0 ............. O ........... | nher ItedeIymorphl S m

tree|pnroottre ................. e R 0 ......................... 0 ............................ 0 ............. 0 .........
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Fig. 3. Phylogenetic trees inferred from simulated data sets.

a-thetreeinferred from“sequences”evolving as neutral nuclear marker; b - the tree based on“sequences”evolved according to the rules specific for mitochondrial

DNA. The aLRT supports are given in the nods of trees.

nuclear sequences. According to the tree inferred from the
sequences of mitochondrial origin both B. dybowskiana and
B. turriformis become in-groups to B. carinata. However, their
clusters are separated from each other. This example illustrates
that discrepancies between phylogenies may be relative and
complicated if traced in more than two groups: while there
are clear indications of full mitochondrial introgressions
from B. carinata to B. turriformis and to B. dybowskiana, if
the representatives of latter two species are subjected to phy-
logenetic inference in the absence of B. carinata there is no
discrepancy between the trees inferred from different markers.
Interestingly, the two introgressions were not simultaneous
and occurred with a large time gap.
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Conclusion

We present here a simple and fast procedure allowing one
to distinguish automatically between contrasting patterns of
disagreement between trees inferred for the same groups of
organisms using different sets of data. In this communication
we concentrate on the comparison between trees inferred
from DNA sequences of mitochondrial and nuclear origin.
First, we define different kinds of disagreements between the
tree topologies (introgression, ancestral polymorphism) and
propose the set of criteria, which may be estimated from a
phylogeny. The approach is based on the estimating distances
between common ancestors of groups defined externally, for
example, by species identity of their members. Two trees are
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Fig. 4. Phylogenetic trees inferred from DNA sequences of a mitochondrial marker COI (a) and nuclear marker ITS1 (b) for three
sister species of gastropods belonging to genus Baicalia (B. carinata (blue), and B. dybowskiana (red)).

The trees are rooted by outgroups consisting of all paralogous sequences belonging to other Baicaliinae. The aLRT supports are given in

the nods of trees.

used as the input, the groups are tested if they are monophyletic
and then set of distances between clusters is measured. At this
point it is possible to test for the statistical significance of the
distortions and their diagnoses using any appropriate approach
such as various kinds of bootstrapping.

This procedure is required for any modeling efforts aiming
at the elucidation of ecological circumstances favoring dif-
ferent types of disagreements between trees inferred for the

SBOJTIOLUMOHHAA TEHETUKA U BNOOOBPA3OBAHME / EVOLUTIONARY GENETICS AND SPECIATION

same organisms. It is interesting to note, that the same proce-
dure is potentially applicable to the cases when several sets of
loci of the same mode of inheritance give rise to dramatically
different trees due to selection or adaptation-guided acquisi-
tion from sister taxa. The discordance detection procedure
proposed here is fast and sufficient to browse transcriptomes
in search of sequence cliques evolving accordingly to each
other but differently from other large sets of sequences.
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BinsiH/e TOHAA3KTOMUU U ACTpaaANnoJia Ha 3KCIIPpECCUIO I'eHOB
CUTHA/IBHOT'O KaCKaldad MHCVYJ/IMMTHa V CaMOK 1 CaMIIOB MBbIIIIEeN

T.B. dxoBaeBal &, H.E. Koctunal, E.H. MaKapOBal, H.M. Baxan! 2

! DepepanbHbIit ccneaoBaTeNnbCKMIA LEHTP VIHCTUTYT LMTONOTUM 1 reHeTukn CUBUPCKOro oTaeneHns Poccuiickoit akagemum Hayk, Hosocu6upck, Poccus
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AHHOTaLuA. B HacToALLee BpeMA NOKa3aHO NONOXUTENIbHOE BAVAHME 3CTPAAMOSIa Ha YYBCTBUTENbHOCTb K MHCYSIUHY
Ha ypOBHe LIeNIoro opraH13ma y camoK 1 camLUoB Mbileld. [py 3TOM YyBCTBUTENIbHOCTb K MHCYSIMHY B LI@NIOM Y ca-
MOK BbllLie, YeM Y CaMLIOB, 1 CaMLibl EMOHCTPUPYIOT O60MbLLYIO CKOHHOCTb K Pa3BUTVIO METaboNMYeCKNX HapyLIeHWiA.
Mpepnonaratot, YTo AaHHbIE MOJIOBbIE Pa3INUNA OOBACHAIOTCA NPOTEKTUBHBLIM AENCTBMEM SCTPaAMONa y CamMoK, HO
He y caMLIOB. DCTpajMon ABAAETCA CTEPONAHBIM FOPMOHOM, 11 ero JeficTBre 00YCIOBIEHO MOAYNALMEN SKCIpeccun
reHoB-MyILLeHEN, OfHAKO BNNAHME 3CTPaMONa Ha SKCMPECCMIo reHOB, KOANPYIOLWMX TPAHCAYKLMIO CUrHana MHCYMHA
1 TPAHCMOPT IMIOKO3bl B KNETKY, N3y4YeHO HefjoCcTaTouHO. Lienblo paboTbl 6bi10 cpaBHUTENIbHOE UCCIefoBaHMe Mosle-
KyNAPHbIX MEXaHU3MOB BJIMAHWA SCTPaAMNONa Ha UyBCTBUTENIBHOCTb K MHCY/MHY Y Mblleli o6omx nonos. iccnepoBaHo
B/IMAAHVE FOHAAKTOMUN 1 3cTpaguona (1 MKr/*1BOTHOe, TPW JHA) Ha SKCMPECCHI0 FeHOB CUTHANIbHOTO Kackaaa NHCY-
NHa B MbILLLIAX, XMPOBO TKaHW 1 NeYeHu, a Takxe Ha sKkcnpeccuto Fgf21, peuentopos scTpaguona (Esr1/2) n TpaHc-
KpunumoHHoro dakTopa Stat3 B neyeHn y camok 1 caMLiOB MbiLLeii. JToxHo onepupoBsaHHble (JTO) camubl oTAMyanucb
oT JIO camMOK CHUMXEHHbIM YPOBHEM 3CTPaANosa, NOBbILLEHHbIM YPOBHEM FIIOKO3bl 1 60sblie Pe3nCTEHTHOCTbIO K
nHCynuHy. B neyenn y J10 camuoB yposHu MPHK Irs2, Pik3cd v Esr1/2 6binn Hxe, yem y JIO caMoK. Y caMoK roHapaaK-
TOMVA CHUXana ypoBeHb 3CTPajMosa B KPOBY, MOBbILLaNa Pe3NCTEHTHOCTb K MHCYIMHY 1 YPOBEHb [0KO3bl B KPOBM
no cpaBHeHuio ¢ JIO camkamu. BeefieHne 3cTpagmnona roHafjskToMMpPOBaHHbIM CaMKaM CHIKaNo ypoBeHb MHCYNIMHA B
KPOBU N PE3NCTEHTHOCTb K MHCY/MHY. Y CaMLIOB rOHaASKTOMUA, Ha060POT, NOBbILANa YPOBEHb CTPaAMona B KPOBY,
CHMKana Pe3nNCTeHTHOCTb K MHCYNIMHY 11 YPOBEHb MHCYNIMHA B KPOBU. BBefjeHne scTpagmona roHaasKToMMpOBaHHbIM
caMLUaM He OKa3blBasio BANAHUA Ha MCCNeJOBaHHble NoKasaTenu. Pa3sBuTne MHCYNMHOPE3NCTEHTHOCTU Y TOHALIKTO-
MVPOBaHHbIX CaMOK OblsI0 aCCOLIMMPOBAHO CO CHVKEHNEM SKCMPeCccui reHa Irs2 B neyeHw, a NnosbllleHne YyBCTBY-
TENIBHOCTU K UHCYNIMHY Y TOHaASKTOMUPOBAHHbIX CaMLOB — C yBenmueHuem yposHelt MPHK Irs2 n Pik3cd B neueHn.
MoXHO NpefnoNoXunTb, YTO MOBbILLIEHNE YPOBHSA 3CTPaANONa B KPOBY aKTUBMPYET SKCMPECCUIo reHa Irs2 B neYeHu He-
3aBMCMMO OT MOMa XMBOTHOTO. TakXe He3aBMCKMO OT MOJ1a XUBOTHOIO 3CTPaANON, NO-BUANMOMY, PErynMpyeT TPaHC-
MOPT F/II0KO3bl B KMPOBOI TKaHU: y CaMOK 11 CaMLIOB MOBbILLEHWE YPOBHA 3CTPaANona B KPoBy 6bl10 accoLmMmnpoBaHo
CO CHUXeHMEeM 3Kcnpeccum reHa Slc2a4 B Xnposo TKaHu. Taknm obpa3om, 3¢ deKTbl 3CTpagmnona Ha SKCNpPeccuio re-
HOB VIHCYJIMHOBOIO Kackaja, Mo-BUAMMOMY, He 3aBUCAT OT MOoJia XXUBOTHOTO, HO MMEIOT TKaHeBYI0 CNeLPUUHOCTb.
MocKonbKy MONEKYNAPHBIN MeXaHU3M BAUAHUA 3CTPAZMOIA Ha SKCMPEeCCUo reHOB MHCYIMHOBOrO Kackaja y caMoK
1 CaMLOB He pa3nnyaeTcs, MPUUYMHON MOMOBbLIX Pa3fIMUNIl B UyBCTBUTENBHOCTM K UHCYIVHY U CKOPOCTU Pa3BUTUA
MeTaboNMUYeCKUX HapyLIEHU MOXeT OblTb CHUMEHHDIN, MO CPaBHEHUIO C CaMKaMK, YPOBEHb 3CTPafMosa B KPOBU U
CHIPKEHHanA 3KCMPeccus peLienTopoB 3CTPaAnona B NeyYeHu.

KnioueBble cnoBa: roHaA3KTOMMA; SCTPAANON; TECTOCTEPOH; YyBCTBUTENbHOCTb K MHCYSIMHY; SKCMPECCHA FreHOB; MbILLM
nuHnn C57BL/6J.

Ana yntuposBaHua: Akosnesa T.B., KoctuHa H.E., Makaposa E.H., baxaH H.M. BnuaHue roHagaktomum n actpaguona
Ha dKCMPeccuio reHoB CUTHaNbHOMO Kackafa MHCYNMHa Y CaMOK U CaMLOB MblLLel. Bagusiosckull XypHan 2eHemuku u
cenekyuu. 2020;24(4):427-434. DOI 10.18699/VJ20.635

Effect of gonadectomy and estradiol on the expression
of insulin signaling cascade genes in female and male mice
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Abstract. A positive effect of estradiol on insulin sensitivity has been shown for females and males. Insulin sensitivity
is higher in females than in males, and males show a greater tendency to develop metabolic disorders. It is believed
that these sex differences are due to a protective effect of estradiol in females, but not in males. Estradiol is a steroid
hormone, and its effect is due to the modulation of target gene expression, but the effect of estradiol on the expres-
sion of genes encoding insulin signal transduction and glucose transport has not been sufficiently studied. The aim
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Effect of estradiol
on insulin signaling

of the study was to compare the molecular mechanisms of the estradiol influence on insulin sensitivity in mice of
both sexes. The effect of gonadectomy and estradiol (1 pg/animal, three days) on the expression of insulin signaling
cascade genes in muscle, adipose tissue, and liver, as well as on the expression of Fgf21, estradiol receptors (Esr1/2),
and transcription factor Stat3 in the liver in female and male mice was investigated. Estradiol levels were lower and
glucose blood levels and insulin resistance were higher in Sham operated (Sham) males compared to Sham females.
Irs2, Pik3cd, and Esr1/2 mRNA levels were lower in the liver of Sham males than in Sham females. In females, gonad-
ectomy reduced the level of estradiol in the blood, increased insulin resistance and blood glucose levels compared
to Sham females. Administration of estradiol to gonadectomized females decreased blood insulin levels and insulin
resistance. In males, gonadectomy, on the contrary, increased the blood estradiol level, decreased blood insulin level
and insulin resistance. Estradiol did not affect the parameters studied in males. The development of insulin resistance
in gonadectomized females was associated with a decreased expression of the Irs2 gene in the liver. Increased insulin
sensitivity in gonadectomized males was associated with increased levels of Irs2 and Pik3cd mRNA in the liver. It can be
assumed that increasing the level of estradiol in the blood activates the expression of the Irs2 gene in the liver regard-
less of animal sex. Also, estradiol seems to regulate the transport of glucose in adipose tissue regardless of animal sex:
in females and males, an increase in the blood estradiol level was associated with a decrease in the expression of the
Slc2a4 gene in adipose tissue. Thus, the effects of estradiol on the expression of insulin cascade genes do not seem to
depend on animal sex, but have tissue specificity. Since the molecular mechanism of estradiol influence on the expres-
sion of insulin cascade genes in females and males is the same, the cause of sexual differences in insulin sensitivity and
the rate of development of metabolic disorders may be a decrease in the level of estradiol in the blood, as well as a
decrease in the expression of estradiol receptors in the liver in males compared to females.

Key words: gonadectomy; estradiol; testosterone; insulin sensitivity; gene expression; C57BL/6J mice.
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BBepeHune

Wmeromumecs Ha CEroAHSIIHUN JIeHb JaHHBIE MPEAIONaraloT
CYIIECTBOBAHUE TECHOM B3aMMOCBSI3H MEMy ICTPOTeHAMH
1 4yBCTBUTEIBHOCTBIO K MHCYIHHY, @ IMEHHO: 3CTPaJNOIN
MOBBIIIACT TMOCTYIUICHUE TJIIOKO3BlI B KJICTKH MBIIICYHOMN
TKaHU, IMMOAABJIACT MPOAYKIHIO ITTFOKO3bI MIEYCHBIO, CHUXKACT
YPOBEHb TIIIOKO3bl B KPOBH M IOBBIMIAET TOJIEPAHTHOCTH K
IJTIOKO3€ y OBapHIKTOMHUPOBAHHBIX CAMOK MBIIIEH U KpBIC,
Y UHTAKTHBIX CaMOK MBIIIEN C BBIPpAKCHHBIM I'€CHCTUYCCKUM
WJIN TUET-WHAYINPOBAHHBIM OKUPEHUEM, Yy CaMIIOB MBIIICH
n y myxunH (Faustini-Fustini et al., 1999; Bryzgalova et al.,
2008; Saengsirisuwan et al., 2009; Zhu et al., 2014).

MonexynsipHble MEXaHU3MBbI BIMSHHS 3CTPailoIIa Ha UyB-
CTBUTEJIBHOCTH K MHCYJIMHY aKTHBHO M3y4aloT, M B HACTOSIIIICE
BpEMsA M3BECTHO, YTO OHU O6yCHOBHeHBI €ro BJIMAHHUEM Ha
hochopumupoBanre cyOCTPaTOB HHCYINHOBOTO PELENTOpa
niepBoro u Broporo tumnos (IRS1 u 2), a Takxke Ha ypoBeHb
W TPAHCIIOKAIMIO B KJICTOYHYIO MeMOpaHy TpaHcropTepa
mroko3bl yerBeproro tuma (GLUT4) (Gonzalez et al., 2001;
Saengsirisuwan et al., 2009; Gorres et al., 2011; Muthusamy
et al., 2011; Narasimhan et al., 2013).

D¢ dexTrI 3cTpaaIoNna Kak CTEPOUIHOTO TOPMOHA 3aBUCST
OT ero AEHCTBHUS Ha HKCIIpeccHio reHoB. [lokazaHo BiusHUE
ACTpa/MoJa Ha HKCIPECCHIO TPAHCIOpTEepa TIOKO3bI YeT-
Beproro Tumna (Slc2a4) y caMOK U CaMIIOB M Ha 3KCIIPECCUIO
peuenropa nHCyauHa (/nsr) y camunoB. OBapHIKTOMHS OBBI-
IIIAaeT, a BBEJCHUE 3CTPANONIA CHIDKACT dKcTpeccHio Slc2a4
B JKUPOBOH TKaHH y CaMOK MbIiei (SIkoBnesa u np., 2014).
VY caMII0B KPBIC TOHAPKTOMHUSI CHIKAET SKCIPECCHUIO [nsr B
TIEYCHHU, MBIIIIAX U B )XUPOBOW TKaHU U Slc2a4 B MbIIIIax
W KMPOBOM TKAaHU, HO 3K30TCHHBIH CTPAAMON HE BIUSACT
Ha naHHble mokasarenn (Muthusamy et al., 2009, 2011).
Pe3ynbrarsl 9KCIIEPUMEHTOB i1 Vifro Ha KyJIbTypax KIIETOK
(CHO, Hep(G2) mo3BOMISAIOT TMPEAIONOKHTE, YTO ICTPATHOI
HE y4acTBYET B PETYJISALUH IKCIPECCHU [nsr U aKTHUBUPYET
IKCIPECCHIO CyOCTpaTa MHCYITMHOBOTO petienTopa (I7s) mepBo-

ro u BToporo tunos B neuenu (Xie et al., 2003; Panno et al.,
2006; Parthasarathy et al., 2009).

BumsiHue 3¢Tpainona Ha SKCIPECCHIO TeHOB HHCYITHHOBOTO
KackajJa MOXKET OBbITh OIOCPEIOBAHO JPYTrUMHU (aKTopaMu.
Hanpumep, BIussHEE 5CTpaanoIia Ha YyBCTBHTEIEHOCTD K HH-
CYJMHY y MBILICH C TeHETUYECKUM O)KUPEHUEM (MBILIH JIU-
HUM 0b/0b) 00yCIIOBIICHO aKTHUBALMEH IKCIPECCHU B TIeve-
HU TpaHckpunimoHHoro ¢akropa STAT3 (Gao et al., 2006).
®dakrop pocra ¢pubpodmacros 21 (FGF21) noseimraer 1ys-
CTBUTEIBHOCTh K MHCYIUHY B niedeHu (Gong et al., 2016) u
TaKKe MOXKET OII0CPEI0BaTh BIMUSHUE ICTPaIuoNa Ha MeTabo-
JIM3M, TOCKOJIBKY Ha CaMKaX MbILICH ITOKa3aHO, YTO aKTUBALIUS
perienTopa 3cTpajroiia TUIa ajib(a MOBbIIIAET SKCIPECCUI0
Fgf21 B neuenn (Allard et al., 2019).

Kak M3BECTHO, CTPOTEHBI CHHTE3UPYIOTCS B SHYHHKAX,
TECTHKYJIaX U HAJIOYSYHHUKAX, a TAKXKE B MEPUPEPHUECKUX
TKaHSAX U3 aHIPOTCHHBIX NPEAICCTBCHHUKOB O] BIHMSHHU-
€M apoMaTa3Horo (PepMEHTHOrO KOMILIEKCA, TOITOMY y CaM-
LIOB MBIILIEH YPOBEHb ICTPAJUOJIa B KPOBU CPABHUM C TaKO-
BBIM y caMoK. OTHaKO TIpH MOTPEOICHUH TUETHI ¢ OOIBIINM
COZIepPIKAHHEM KHPOB CaMIlbl JEMOHCTPUPYIOT OOJIBIIYIO
CKJIOHHOCTh K Pa3BUTHIO MeTaOOJMYECKUX HAapyLICHUH U
CHIDKCHHYIO 4yBCTBHTEIBHOCTD K MHCYJIHMHY: B OTIIMYHE OT
CaMOK, y HHUX CHIDKACTCS YyBCTBHTEIBHOCTD K HHCYJIHHY B
MCUCHH, Pa3BUBACTCsI ToiofHas runepriukemus (Akoum et
al., 2011). ITpearmonaraioT, 4TO CBI3aHHEIE C ITOJIOM PA3ITHIUS
B YyBCTBHTEIBHOCTH K MHCYJIMHY M B CKOPOCTH Pa3BHUTHS
METabOJIMUECKUX HApyIIEHUH BBI3BAHBI TE€M, YTO Yy CaMoOK,
B OTJIMYHE OT CaMIOB, 3CTPAIHON 00Ia1aeT IPOTEKTHBHBIM
JCHCTBUEM U TOBBIIIACT YyBCTBUTEIBHOCTh K HHCYIIUHY.
O[lHaKO MOJICKYJIAPHBIC MEXaHU3MBbI BJIMAHUA 3CTpaanojIa Ha
YyBCTBUTEIBHOCTh K HHCYJIMHY y CaMIOB OCTAIOTCSl MaJio-
W3YYCHHBIMH.

Ienpto paboThl OBUIO MPOBECTH CPABHUTEIILHOC HCCIIC-
JIOBaHHME MOJICKYJSIPHBIX MEXaHHU3MOB BIIMSHHUS DCTpaIoa
Ha YYBCTBUTEIIBHOCTb K MHCYJIHMHY y MBILICH 000OHX MOJIOB.
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HccnenoBann a3 dexTbl rOHaPKTOMHUHU M 9K30T€HHOTO ACTpa-
JIMOJIa Ha 9KCIIPECCHIO TeHOB CUI'HAJILHOTO Kacka/ia HHCYIHHA
B MBILIIIAX, )KUPOBOH TKAHH U IIEYCHH, @ TAKXKE Ha AKCIIPECCHIO
Fgf21, peuentopoB actpaanosna tuna anbda u oera (Esri/2)
W TPAHCKPUIIIMOHHOTO (hakTopa Stat3 B Me4eHH y CaMOK U
CaMILIOB MBIIIEH.

MaTeleaﬂbl n metogbl

JKupoTtHsle. VcciieoBanne BBHIOIHEHO Ha 0a3e BUBapHs
Nlul' CO PAH. Msimeit CS7BL pazBoaunu u conepxaiu
B YCJIOBHSAX ITOCTOSTHHOTO CBETOBOTO pesknma (12:12) u cBo-
OomHOTO HOCTyMNA K Boze U ruime (Assortiment Agro, Typako-
B0, Poccust) npu temmieparype 22+2 °C. Padoty npoBoauiu
¢ cobmonennem onostuaecknx HopM (European Convention
for the Protection of Vertebrate Animals used for Experimental
and other Scientific Purposes (Council of Europe No. 123,
Strasbourg 1985) and Russian national instructions for the
care and use of laboratory animals).

IkenepumenT. CaMOK 1 caMI0B B Bo3pacte 10 Henens ro-
HaJI9KTOMUPOBAJIH WUJIN JIOKHO ONIEPHPOBAITH 1 PACCAKUBAIIH
1o ozxHoMy. Uepes Tpu HEleNu Iocie ONepaly HaunHaIH
9KCIIEPUMEHT: )KUBOTHBIE B TedeHue Tpex aHer B 09:00 momy-
YaJI epopaibHO HHBEKIHNIO B-3cTpaanona (Sigma-Aldrich)
B /103¢ | MKI/’)KHBOTHOE WJIM PacTBOPUTENS (PacCTUTEIbHOE
MAacJI0 MPOMBIIIICHHOTO MPou3BoacTBa, 100 MKi). J{ist Kax-
JI0TO ToN1a ObIIM COPMHUPOBAHBI TPU IKCIEPUMEHTATbHBIE
TPYIIIBL: JIOKHO ONIEPUPOBAHHBIC JKUBOTHBIE, KOTOPBIE TTOITY-
YaJid HHBEKIIUIO Macya U Cityxuin koHtposem (JIO); ronaz-
9KTOMUPOBAHHBIE )KUBOTHBIE, KOTOPBIE MOTyYalld HHBEKIIUIO
macia (I'D); 1 ToHaIPKTOMHUPOBAHHbIE KUBOTHBIE, KOTOPHIE
nonyyanu uabeknuto E2 (E2). Uepes cyTku nocie nocneanei
MHBEKIINH )KAUBOTHBIX JICKAITUTHPOBAJIH ITOCIIE HOYHOT'O rOJI0-
nmarns (18:00-09:00) mist B3siTHS 00pa31[0B KPOBH U TKAHEH
(TIeyeHb, MBIIIIBI, BUCLIEPAIbHBINA x)HUp). KpoBb codupain
B npobupku ¢ 5 mxn DJTA, nearpudyruposamn (4000 g,
20 muH), iasmy kposu xpanw mpu —70 °C. O6pa3ubt
TKaHel MoMeIlanu B XUAKUKM a30T 10 BeiaeneHus PHK u
6enxa. ITocne onpeneneHnst ypoBHs IIIOKO3bl U MHCYJINHA
paccuuThIBaIK (PU3MOIOTHYECKUN HMHICKC PE3UCTEHTHOCTH
k uHcynmuHy (HOMA-IR) no ¢opmysie: [ypoBeHb IIIOKO3bI
B KPOBH TOCTIE TONOMAHHS (MMOJIB/T) X ypOBEHb HHCYJIMHA B
KPOBH ITocIe rojoanus (Hr/min)]/22.5.
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BnuanHue sctpagnona
Ha WHCYNIMHOBbBIV CUTHANIUHT

Peaxnuust ooparHoii Tpanckpunuuu u ITIP B peanbHoM
BpeMenu. Cymmapnyro PHK Beinensuin ¢ nomomisio pea-
renta ExtraRNA («Eporen JIab», Mocksa, Poccust) B coor-
BETCTBUM C MHCTPYKIMEH mpou3BopuTens. i momydeHus
k/IHK 1 mxr PHK cmemmBanu ¢ 2.5 Mk npaiimepa oligo-dT
(«EBporen JIab», koHeuHast KOHIIEHTpaLyst rpaiiMepa 2 MKM)
u neHarypupoanu npu 70 °C B TeueHHe 2 MUH HA aMILIH-
¢uxarope BUC (Poccns). 3arem nobasmstiam 5 Mk (5%) Oy-
thepa («CudDu3um», HoBocubupck, Poccust), 2.5 mxi ANTP
(5 MM 1o xaxxaomy, «Meauren», HoBocubupck, Poccust) n
0.5 Mk (100 en.) M-MuLV («Cn62u3um»). [Toxyuennyro
cMmech nHKyOupoBanu 1pu 42 °C B teuenue 60 muH. CuHTe-
supoBanHyto k/IHK xpanmmm mpu —20 °C. I1L[P B peansrOoM
BPEMEHH ITPOBOIMIIN C HCIIOIB30BAHNEM PEaKIIMOHHONW CMECH
Cunron Ha npudope VIIA 7 nnst Beinonnenus [1LP B peass-
HoM BpeMeHm (Applied Biosystems) mo cranmapTHOMy TIpo-
TOKOJIy COIVIACHO MHCTPYKIMHU NPOM3BOAUTENS. B kauecTBe
paiiMepoB M 30H/I0B NPUMEHSIM KOMMEpYECKHe HaOOPBI
Tagman gene expression assays (Applied Biosystems) m1st MbI-
mreit (ta0i. 1). BHyTpeHHUM KOHTPOJIEM CITy>KIIT OeTa-aKTHH.
Ananu3 otHocutenbHoro koianuectsa MPHK renos mposo-
i AACT-meTomoM.

Bectepn-0,10T aHaM3 ypoBH: 0e1koB. OOpasiibl eYeHH,
MBIIIEYHON U KUPOBON TKaHEH TOMOTEHU3UPOBATH. DKCTPaAK-
IIUI0 OEJTKOB IPOBOAMIIH B Tn3upytommeM oydepe (Tris-Triton
buffer). Konnenpanuto 6enka B mpodax OLEeHNBAIIH 10 METO-
1y Bpendopaa ¢ momorsro NanoDrop2000 (ThermoScienti-
fic). Paznenenne 6enKoB 1Mo MOJEKYISPHON Macce BBITOTHS-
JIM C TIOMOMIBIO Telb-31ekTpodopesa B 10 % nonuakpunamna-
HOM TeJie B Tpuc-muiuHoBoM oydepe (25 MM Tpuc, 250 MM
iy, 0.1 % SDS). Dnexrponepenoc 6enkoB Ha 0.45 MKM
HHUTPOIIEIUTIONIO3HYI0O MEMOpaHy OCYIIECTBISUIM B KaMepe C
nomotneto Trans-Blot system (Bio-Rad, CIIIA). MemOpausr
6mokupoBanu 5 % obezxxupeHHsIM MosokoM (milk powder,
PanReac AppliChem). Mcnonp30Banu nepBUYHBIE TTOJIN-
KJIOHAJIbHBIC aHTHTeNNa Kposinka (Santa Cruz Biotechnology,
CIIIA), pazsenenne 1:2000: insulin Ra antibody (sc-710)
GLUT4 antibody (sc-7938). ITocie ormbiBkH (ocharHO-CcO-
neBbiM Oydepom (0.1 % Tween-20) memOpaHbl HHKYOUpOBa-
mu 1 9 mpy KOMHATHOM TeMIeparype co BTOPHYHBIMU KO3bH-
MU aHTUTEIaMH, KOHBIOTHPOBAHHBIMHU C ITEPOKCUIA301 Xpe-
Ha (pasBenenue 1:5000) (sc-2004, AT/goat anti-rabbit IgG-

Ta6nuua 1. Kommepueckne Habopbl Tagman gene expression assays (Applied Biosystems) ana mbiwen, MCnonb3oBaHHble B paboTe

Ha3BaHue reHa

O603HaueHmne Homep B kaTanore
.................. / nerm012”875_m1
.................. / r51Mm01278327_m1
.................. / rssz03038438_m‘|
.................. P ,kgchm00435674_m1
5/c204 ........................................... M m01245502_m1 ....................
Actb .............................................. M m006oo7938_51 ....................
.................. E 5,7Mm004331497m1
.................. E erMm00599821_m1
5tat3 ............................................. M m01219775_m1 ....................
.................. F gf27Mm00840165791
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HRP, HRP-conjugated, Santa Cruz Biotechnology). Beisiie-
HHUE CTPYKTYpHOTO Oenka O6era-aktrHa (passenenue 1:5000)
(sc-130656, Santa Cruz Biotechnology) npoBomunu Ha TOH
ke MemOpane. [1o okoHYaHHH UMMYHOOJOTTHHIa MeMOpa-
HYy OTMBIBAJIM M UHKYOMpOBaK | MUH B CyOCTpaTHOH cMecH
(10 M1 100 MM Tpuc-HCI pH 8.5; 50 Mk 250 MM momuHONa;
22 Mk 90 MM xymaposoii kuciorsr; 3 Mk 33 % H,0,), mocne
Yero BU3yaJN3UPOBAIN XEMIIIOMUHECIIEHIINIO HA Ipudope
ChemiDocTM XRS (Bio-Rad). Pe3ynbrarsl anamusuposa-
JM ¢ mpuMeHeHneM nporpammbl Image Studio Lite Ver 5.2.
Curnan ucciemryeMoro 6emka B Mpode OTHOCHIIN K CHTHAITY
Oera-akTHHA B TOH ke Mpode. YpoBeHb 3Kcnpeccuu Oerka B
npobe B onu)poBaHHOM BHE SIBJISIETCS OTHOLIEHHUEM HOP-
MHUPOBAaHHOTO CUTHAJIA B JAHHOM NPo0e K HOPMUPOBAHHOMY
CUTHAITy B pepepeHCHOI mpooe.

Omnpenenenne OMOXMMHYECKUX MOKa3aTeseil KPOBH.
KoHIeHTpaluio IIoKo3bl B KPOBH ONPEACISAIN C MOMO-
mpto nmokomerpa OneTouch Select (Lifescan, Johnson and
Johnson, CIIIA), KoHLIEHTpaLUK CTPAIHNOIIA, TECTOCTEPOHA
W WHCYIIMHA B I1a3Me KpoBu — MDA-METOIOM C MOMOIIBI0
kommepuecknx HabopoB Mouse Estradiol (E2) ELISA Kit
(MyBioSource, CIIIA), Testosterone rat/mouse ELISA (De-
meditec Diagnostics GmbH, I'epmanmst) n Rat/Mouse Insulin
ELISA Kit (Millipore, CIITIA) cornacHO HHCTPYKIUSM TIPO-
U3BOAUTEICH.

CraTucTHyeckasi 00padoTka pe3yJbTaToOB. 3HAYCHHUS
MIPE/ICTaBIICHBI KaK cpeiHee+omulka cpennero. Biusnue
TOHaJPKTOMHHU M IK30T'€HHOT'O 3CTPaJN0ja Ha UCCIIEI0BaH-
HBbIE TIOKA3aTeIN Y CaMOK M CaMIIOB OIPEENsUIn C TOMO-
11610 ofiHO(aKTOpHOTO HcniepconHoro ananm3a MANOVA
(rpamauuu ¢akropa «dKcrepuMeHTanbHas rpynmna»: J1O,
I'D, E2), anocTeprnopHbIe CpaBHEHUS BEIOOPOYHBIX CPETHIX
MIPOBOAMIIH ¢ TToMotIbo post-hoc Newman—Keuls tecta. s
aHayn3a 3(p(EeKTOB roHAIPKTOMUK HA YPOBEHb CTPAIHOIIA
B KpoBHu ucnonb3oBamd MANOVA c¢ rpaganusmu ¢axropa
«KcnepuMenTainbHast rpymmna» JIO n I'3, mockombKy 00pasiipt
KPOBH OBLIM B3STHI YE€PE3 CYTKH I1OCIIE TOCIEHEH HHBEKIIUH
TOpPMOHA ¥ YPOBEHb 3CTPaNoia B KpoBH y E2 *KNBOTHBIX HE
MOT' OTPakKaTh peaJIbHBII YPOBEHb TOPMOHA B KPOBH TTOCIIE
unbeKkimu. /s cpapaenus nokasarenei JIO camoxk u JIO cam-
IIOB MPUMEHSIN {-TeCT. Pa3nu4us cuMTamM CTaTUCTHUECKH
3HauuMBbIMU 1IpH p < 0.05.

Effect of estradiol
on insulin signaling

Pe3ynbratbl

YpoBeHb B KPOBU MOJIOBbIX

rOpPMOHOB, IIOKO3bl N UHCYNIMHA

Bausinue nmosa y JIO mbiueii. Y caMoK ypoBEeHb 3CTpanoa
OBLT JOCTOBEPHO BHIIIIE, @ YPOBEHBb TECTOCTEPOHA — TOCTOBEP-
HO HIKe, 4eM y caMmIioB (Tabum. 2). CaMku nMenn 6ojee BbI-
COKYIO UyBCTBHUTEIILHOCTH K HHCYIIHHY, YEM CaMIIbl: YPOBEHb
MHCYIMHA Y CaMOK M CaMIIOB JOCTOBEPHO HE pasiuyaics,
TP STOM yYPOBEHB TIIFOKO3BI U MTOKA3aTeNb PE3UCTCHTHOCTH
k nHcynuHy (HOMA-IR) y camok ObUIH JTOCTOBEPHO HHMXKE,
4yeM y camIoB (Taoi. 3).

BansiHue roHagdKTOMUH M IK30T€HHOI0 3CTPAAHOJIA.
Y caMOK rOHaA3KTOMHMSI CHU3MIJIa YPOBEHB ACTPAAN0IA B KPO-
B (MANOVA, p < 0.05). [Toka3aHo 10CTOBEpHOE BIUSHHE
(hakTOpa «IKCTIEPIMEHTAIbHAS TPYIINa Ha TOKa3aTeIH TyB-
CTBUTEIBHOCTH K UHCYIHHY Y CaMOK: UHEKC PE3UCTEHTHO-
CTH K MHCYJHHY, YPOBHH TNIIOKO3BI M HHCYAHHA ¥ I'D camox
OpLH BEIIIE, 4eM y JIO caMOK, IprudeM 3K30T€HHBIH CTPaIi-
0J1 HOPMaJIM30BaJl JIaHHbIE [TOKa3aTenr. Y CaMIIOB TOHAJIK-
TOMMSI CHU3MJIA YPOBEHb TecTocTepoHa B kKpoBu (MANOVA,
p < 0.01). Yposens sctpanuona B kpoBu y ['D camrios,
HanpoTus, Obul Beime, ueM y JIO cammoB (MANOVA,
p < 0.05). DxciepuMeHTaIbHBIE BO3ACHCTBUS HE TMOBIHSIIN
Ha YPOBHU B KPOBH TNIFOKO3BI U WHCYJIMHA H, COOTBETCTBEH-
HO, Ha TOKAa3aTellb PE3UCTEHTHOCTU K MHCYIUHY y CaMI[OB.

JKcnpeccna KOMMNOHEHTOB

VHCYNMHOBOrO KacKkaja B neyeHu

Buusinue nona y JIO xuBoTHBIX. CaMKH OTIHYANNCH OT
CaMIIOB IO SKCIPECCUH TeHOB [r's2, KaTaIMTHYECKOH CyOhe-
JHULB! pocharnannuHoznTon-3-kunassl (Pik3cd), Esrl n
Esr2: ypoBenb MPHK 3THX TeHOB y caMOK ObLT JOCTOBEPHO
BBIIIIE, UM y CaMIOB. DKcIpeccus TeHoB Insr, Irsl, Fgf21,
Stat3 u ypoBeHb Ocnka INSR B medeHu y caMoK u caMIIOB
JIOCTOBEPHO HE pa3nuyainch (puc. 1 u 2).

BaunsiHue roHagdIKTOMUH M IK30T€HHOI0 3CTPAANOJIA.
VY caMOK roHaJI’KTOMUS CHU3HUIIA, a SK30T€HHBIN 3CTPaauON
TTOBBICHII, XOTS U HEe HOpMasin30Ball, ypoBeHb MPHK rena /rs2
B meuean (MANOVA, p <0.01).

YV caM110B 3K30T€HHBII 3CTPaANOI HE OB Ha dKCIpec-
CHIO HCCIIEIOBAaHHBIX TEHOB B IIEYEHH, TOTAA KaK TOHAIKTO-

Ta6bnuua 2. Bec Tena v ypoBHU NONOBbLIX FOPMOHOB B NJla3mMe KPOBU Yy CaMOK 1 caMLoB Mbiwweii C57BL

Mon JKcnepuMeHTanbHasA rpynna BecTena, r
(4nCNO XKUBOTHBIX B Fpynne)
CaMK,,.no(g) ................................................ 2 03¢05 ..........

r3 ( 12) ............................................... 2 33i1 2 ..........
52(10) ............................................... 2 18105 ..........
MANOVA ......................................................................................................
CaMu b, ...................... no(g) ................................................ 2 54i0 4$$$ .....
r3 ( 10) ............................................... 2 46i0 4 ..........
52(11) ............................................... 2 51105 ..........
MANOVA ......................................................................................................

DcTpagwnon, TecTtocTepoH,

nnasma, nr/mn nnasma, Hr/mn
......................... 1511150241003
......................... 122150111,006
......................... 127i4015i004
p<005 ....................................................................................
......................... 9 4i12$$280i09$$
......................... 133i10016i005*
......................... 128i12012i003*
p<005 .................................... p<001 ...................................

58 p<0.01, $53 p < 0.001 no cpaBHeHuio ¢ JIO camkamu, t-TecT; * p < 0.05 o cpaBHeHuIo ¢ JTO XMBOTHBIMM TOTO e nona, post-hoc Newman-Keuls TecT.
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Bnnanue 3CTpagmona
Ha VIHCyJ'I!/IHOBbII?I CUTHaNWHI

Ta6bnuua 3. YpoBeHb MHCYNMHA B N1a3Me KPOBY, YPOBEHb MTI0KO3bl B KPOoBM 1 NokasaTtenbs HOMA-IR y camok 1 camuos C57BL

Mon JKcnepuMeHTanbHas rpyrnna [nioko3a, NHcynun, HOMA-IR
(4MCNo XKMBOTHbBIX B rpynmne) KPOBb, MMOJb/N nnasma, Hr/mn
CaMKMHO(g) ................................................ 6 110307010140181003 ..............................
r3(12) ............................................... 7 9i04** ................................ 11210240411,010* ............................
E2(1O) ............................................... 6 9i05043i007#013i002# ............................
MANOVAP<005 p<005 p<005 ..................................
CaMublno(g) ................................................ 7 7+04$$ ................................. 128i031047i013$ .............................
D“O) ............................................... 6 810405110”0141002 ..............................
EZ(H) ............................................... 7 Oio4 .................................... 125i041040i014 ..............................
$

¢ '3 XXMBOTHBIMM TOrO »e nona, post-hoc Newman-Keuls Tecr.

p < 0.05, 3% p < 0.01 no cpaBHeHuio ¢ JTO camkamy, t-TecT; * p < 0.05, ** p < 0.01 no cpaBHeHMIo ¢ JTO KUBOTHBIMU TOFO Xe Mona; # p < 0.05 no cpaBHeHMIO

Insr INSR Irs1 Irs2 Pik3cd
15¢ 2r 1.0 1.0¢ 1.5¢ mo
MANOVA, MANOVA,
p<0.01 p <0.05 e
10} :[ M+E2
g [l
5 051 0.5F
. I
0.5r I r * %
*
I =y
0
Camku Camupl Camkm Camupbl Camku Camupbl Camku Camupbl Camkn Camupbl

Puc. 1. BnusHve roHaskToM1K 1 3K30reHHOro 3cTpaguona (1 MKr/kuBoTHoe, 3 AHs) Ha ypoBHU MPHK Insr, Irs1, Irs2, Pik3cd v ypoBeHb 6enka INSR B

neyenn y J1O, '3 n I3 +E2 camoK 1 caML0B MblLUeN.

3nech 1 Ha puc. 2-4: $ p < 0.05 Mo CpaBHeHMIo C camkamu; * p < 0.05 No cpaBHeHuto ¢ JTO XMBOTHBIMY TOTO e nona; # No cpaBHeHMIO ¢ [ XUBOTHBIMU TOTO Xe
nona. MANOVA, p < 0.05 unu p < 0.01 - BinaHne pakTopa «dKCNepuMeHTanbHasa rpynmna» CTaTucTMYeckn JOCTOBEPHO.

Esr1 Esr2 Esr1/Esr2 Stat3 Fgf21
157 1.5- 10 15- 1.0 |0
MANOVA,
p<0.05 mr
M+E2
5F L
1 | L
I
Camku Camupl Camku Camubl Camku Camupbl Camku Camupbl Camku Camupbl

Puc. 2. BivsaHWe roHa3KTOMMM 1 3K30reHHOro 3cTpaaunona (1 MKr/«nBoTHoe, 3 fHA) Ha ypoBHM MPHK peuentopos actpaguona (Esr1 v Esr2), Fgf21 n

Stat3 B neyeHn y J10, '3 n I3+E2 camoK 1 camLi0B MblLUeN.

MU IOBBICHIIA 9KeTipeccuto /rs2 v Esrl B meaern (MANOVA,
p < 0.05 B oboux ciyuasix): ypoBau MPHK 3Tux renos y
I'D u E2 cammnos 6pumn BhImIe, 9yeM y JIO camiioB. YpoBeHB
MPHK Pik3cd B meuenn y I'D u E2 cam110B Takke OBLT BBIIIIE,
yem y JIO caMI110B, OJJTHAKO pa3inuus HE TOCTUTAIN YPOBHS
sHaunMoct (MANOVA, p = 0.07). Yposens MPHK Esrl y
CaMIIOB MOJIOKHUTEIBHO Koppeuposai (p < 0.05) ¢ ypoBHeM
MPHK Irs2 (r=0.74).

OKcTeprMeHTATBHBIE BO3ICHCTBUS HE TIOBIHSITH JOCTOBEP-
HO Ha cooTHoUIeHue Esrl/Esr2 B Ie4eHn y CaMOK M CaMILIOB.

JKcnpeccnsa KOMMOHEHTOB MHCY/IMHOBOTO KacKaga
B MbILLIEYHO U XKNPOBOI TKaHAX
Bimsinue nosa 'y JIO sKHBOTHBIX. DKCIIPECCHsI TCHOB U O€JI-
KOB MHCYJIMHOBOT'O KacKaJa B MBIIIIAX U B )KUPOBOM TKaHU
y JIOKHO ONEPUPOBAHHBIX CAMOK M CaMIIOB HE pa3iinyaliach
(puc. 3 u4).

Bausinue roHaJ3KTOMHM M 3K30T€HHOI0 3CTPaaMoJia.
YV caMOK dKCTiepUMEHTaIbHbIE BO3IECHCTBUS HE MOBIMSIIN Ha
IKCTPECCHUIO UCCIIEIOBAHHBIX MTOKa3aTeNIeld MHCYITUHOBOTO Ka-
CKaJia B MBIIIIEYHOM TKaHU. Y I'D caMIlOB B MBIIIEYHOI TKAHU
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Insr INSR Irs1 Pik3cd Slc2a4 GLUT4 -
o
~ MANOVA, ~ ~ ~ ~ ~
1.0 005 3 MANOVA, 1.0 1.0 1.0 3 -
* p<0.01
o
(V]
5 0.5F # r 05+
- | il | I
0 0 0 0 0
Camkmn  Camupbl Camkn  Camupl Camkmn  Camupbl Camkmn  Camupbl Camkn  Camupbl Camkmn  Camupbl

Puc. 3. BnuaHne roHagaKTOMUM 1 9K30reHHOro 3cTpaanona (1 MKr/x&nBoTHoe, 3 aHA) Ha ypoBHW MPHK Insr, Irs1, Pik3cd, Slc2a4 v yposeHb 6enkos INSR
1 GLUT4 B ckeneTHbIX Mblwuax y J10, '3 n MN+E2 camok 1 caMuoB MblLwei.

Insr INSR Irs1 Pik3cd Slc2a4 GLUT4
1.5¢ 8r 1.5¢ 1.5 -MANOVA 3r _i[e]
p <0.05 mr
6r *
101 F 2r
& MANOVA,
= ar p <001
2 I
051 I F I 1
2 I
0 0 0 0 0
Camkun  Camupbl Camkn  Camupl Camkun  Camupbl Camkmn  Camupbl Camkn  Camupbl Camkun  Camupbl

Puic. 4. BnusiHe roHagaKTOMUW 11 SK30reHHOro 3cTpaarona (1 MKr/nBoTHoe, 3 aHA) Ha ypoBHu MPHK Insr, Irs1, Pik3cd, Slc2a4 v ypoBeHb 6enkoB INSR
1 GLUT4 B BucUepanbHoi xuposoii TkaHn y J10, ' n N+E2 camok 1 caMuoB MblLiei.

yposerb MPHK /nsr b1t Bbitie, yem y JIO camiioB. YpOBeHb B KPOBH IOCJIC FOHAIIKTOMHUH MOBBICHICS. BO3MOKHO, 3TO
6emka INSR Opm1 HIDKEe Yy ['D 11 E2 caMI10B 10 CpaBHEHHIO ¢ CJIEACTBHE aKTUBAIIMH ITPOIYKIIH TOPMOHA HAITOYETHUKAMH.
JIO cammiamu. B >xupoBo#i TKaHM CAMOK TOHAJIPKTOMHS ITOBBI- B pe3ynbraTe rOHaA3KTOMUSI HUBEJIUPOBAJA Pa3Iyuus MO
CHJIa ¥ 9K30TCHHBIN ACTPAMON HOPMAIU30BAJI SKCIIPECCUIO  YPOBHIO TOJIOBBIX CTEPOMIOB MEXy CAMKaMH M CaMLaMH:
Slc2a4 MANOVA, p <0.05). Y I'D u E2 cam1ioB 5kcTipeccuss ~ YpOBHH 3CTPaANOia M TECTOCTEPOHA B KPOBH y TOHAIKTO-

Slc2a4 B xupoBoii TKaHU ObLTA HIKE, 4eM y JIO cammos. MHUPOBAHHBIX CAMOK U CaMIIOB He paszauyanuchk. OQHAKo y
CaMOK TOHAJPKTOMMSI MHIYLUPOBala pa3BUTHE MHCYJIUHO-
O6¢cyxpeHue PE3UCTEHTHOCTH, a 3K30T€HHBIM 3CTPaJUONI HOPMAIN30Bajl

OpHUM U3 TOAXOJ0B AJIS U3YUEHUS BIUSHUS OCTPAANOa HA  UyBCTBUTEIBHOCTh K MHCYIWHY, TOIJa KaK y CaMI[OB JKC-
9KCIIPECCHIO FEHOB TPAHCAYKIMH CUTHAJIA MHCY/INHA ABIISCTCS  NEePUMEHTAJIbHbIE BO3ACHCTBUSA HE OKa3alaM JIOCTOBEPHOTO
CpaBHEHHE IOKa3aTeNnell y caMOK M caMIoB. UyBCTBUTENb-  BIMSHUS HA HCCIIEIOBAHHBIE TOKA3aTEIN YyBCTBUTEILHOCTH
HOCTh K MHCYIIMHY Ha YpPOBHE II€JIOTO OpraHn3Ma (ypoBeHb K MHCYIMHY (YPOBHH INIIOKO3bI M MHCYJIMHA B KPOBH, ITOKa-
B KPOBH INTIOKO3BI, HHAECKC PE3UCTCHTHOCTH K HHCYIMHY), a  3arens HOMA-IR). Pe3ynsTarsl BIUSHUS OBAPUIKTOMUU U
TAKXKe 3KCIPECCHSI TCHOB TPAHCAYKIMHU CUTHAJIA MHCYJAMHA  3K30T€HHOTO 3CTPaJUoIIa HA YPOBHU ITTIOKO3bI U MHCYJIMHA B
(Irs2 n Pik3cd) B meuenn y JIO camok Oblia BBIIIE, YeM y  KPOBH M ITOKa3arellb PE3UCTEHTHOCTH K MHCYIIMHY y CaMOK
JIO cam1i0B, UTO COBMAAAET C AaHHBIMH, TOJYYCHHBIMUA Ha  COOTBETCTBYIOT CYLIECTBYIOUIUM IpeacTaBieHusM (Rogers et
WHTAKTHBIX KUBOTHBIX (Parks et al., 2015; fxoBneBa u ap.,  al.,2009; Ohetal., 2011). Dddexr roragIKTOMHUN Ha TTOKa3a-
2017; Torre et al., 2017). B nameii pabote BriepBbie mokazaHo,  tenb HOMA-IR y camMIIoB 3aBUCHT OT I'€HOTHIIA >KHBOTHOTO
yro JIO camku orinyarorcs ot JIO camios He Tosnbko noBbl-  (Parks etal., 2015), u y C57BL/6J camM10B 1aHHBIH TOKa3aTelb
IIEHHBIM YPOBHEM 3CTPaJIHoJia B KPOBHU, HO M MOBBIIIEHHON  cHIbKaeTcs depe3 10 Hexenb mocie ronaiskToMun. B Hamreit
9KCIPECCUEH PEIENTOPOB 3CTPAINOIa OOOUX THUIIOB B Tiede-  pabote nokazatrenb HOMA-IR y I'D camiioB He omimuancs
HH, YTO MOXKCT OBITh OIHOW M3 MPUYUH MOJOBBIX Pa3IMYUi  JTOCTOBEPHO OT TakoBoro y JIO camios, HO ObLT B 3.4 pasa
3¢ dekToB 3cTpagrona Ha YyBCTBUTEIBHOCTD K MHCYJINHY B HIDKe. OTCYyTCTBHE I0CTOBEPHOTO BIMSHUS TOHA3KTOMUH Ha

TICYCHHU. YYBCTBHUTEIIBHOCTb K MHCYJIHHY Y CaMIIOB, BO3MOXHO, 00y-
J1sa u3yueHus 3(h(heKToB CTPa1oIa Ha SKCIIPECCHIO TEHOB  CJIOBJIEHO MEHBIIEH IPOIOKUTEIBHOCTBIO SKCIICPHUMEHTA.
MHCYIMHOBOTO KacKaja, IOMUMO CPaBHEHU TTOKa3aTenel y CHIDKeHnEe YyBCTBHTENIBHOCTH K MHCYIMHY y I'D camok

CaMOK ¥ CaMIIOB, HAMH HCIIOJIb30BaHa MOJIEIb TOHA/IPKTOMUN  OBLIO aCCOIMMPOBAHO CO CHIKEHHUEM dKctipecchu Irs2 u Esr2
C IOCJICAYOLIMM BBE/ICHUEM dCTpaionia. Mbl Ipeionarainyd, B IEYEHH M MOBBILICHHEM JKcripeccun Slc2a4 B )KUpOBOH
YTO TOHAAKTOMMS IIPUBEAET K CHIKEHHIO YPOBHSI 3CTPAAM-  TKAHU. DK30T€HHBINA 3CTPANON, HAIPOTHB, CHI3HII 3KCIIPEC-
oJla B KPOBH y CAMOK BCIICAICTBHE JIMMHHAIMNA OCHOBHOTO  cuio Slc2a4 B 5KMPOBOM TKaHW U TIOBBICHI SKCIIpeccuio [rs2
HCTOYHHUKA MPOIYKIIMH TOPMOHA, a y CaMIIOB — BCJICJACTBHE B MEYEHU. BIusHME FOHaJAPKTOMUHU Ha 3KcIpeccuio [rs2 B
CHIKEHHMS YPOBHS TECTOCTEPOHA KaK MPE/IIICCTBEHHUKA CHH-  TI€YEHH XOPOIIO COIIacyeTcs ¢ HaOMOIaeMbIMH TTOJIOBBIMU
Te3a AcTpaanona B TKaHsixX. Ho y caMIioB ypoBeHb TOPMOHA — Pa3IMYMSAMH: Y CAMOK 3TOT ITOKa3aTelb OBUI BBIIIE, YEM Y
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caM1oB. M3BecTHO, 4T0 3 eKThI ICTpaanoa Ha IKCIPECCHIO
Irs] wIrs2 B Ie4eHN y CAMOK MBIIIIEH OTIOCPETYIOT PEIETITOPEI
acrpaauona Tina anbda (ERa) (Panno et al., 2006). Penen-
Topbl acTpaauona tuna oera (ERP), BeposTHO, MHTHOUPYIOT
3¢ dexTrl acTpaanona, onocpenosanabie ERa (Lindberg et al.,
2003). CornacHO MOJYYCHHBIM JaHHBIM, OBAPUIKTOMHS HE
nosusuia Ha akcripeccuto ERa u causmia skcnpeccuto ERP
B TICYCHN Y CAMOK, YTO MPENIojaraeT ycuieHne 3¢p¢pexToB
acTpaanona, onocpenoBanubix ERa, 1, BO3MOXKHO, nMeeT
KOMIIEHCATOPHO-aJallITUBHBIN XapaKTep, HAIIPaBJICHHbII Ha
MOAZIEP)KaHUE TyBCTBUTEIBHOCTH K MHCYJIMHY B YCIIOBHSAX
CHIDKEHUSI yPOBHSI 9CTpaJIola B KPOBH.

YV caMII0B TOHaI9KTOMUS HE TTOBJIMSAIAa Ha YPOBHH HHCYIHNHA
1 IVIFOKO3bI B KPOBU, HO BbI3Baja yBenuueHue yposaeid MPHK
Irs2, Pik3cdw Esrl B nedenu. ITockonmbKy y caMIIOB OTMEUECHA
TEHJICHLIUS K YBEJIMUEHHIO YPOBHS 3CTPAMOIIa B KPOBHU IOCIIE
TOHAJPKTOMHHU 1 HAOII0jaach KOPPEISIINs MEKIY YPOBHEM
JKCTIpeccuu cyOcTpara WHCYJIMHOBOTO PELENTOpa BTOPOTO
THUIIa ¥ DKCIIPECCHEN pelenTopa 3CTpaauoiia THa anbda B
MEYCHHU, MOKHO MPEAIONOKHTh, 9TO IKCTIpeccus [rs2 B Tie-
YEeHHU y CaMIIOB, KaK M Y CAMOK, PETYIUPYETCS SCTPaTHUOIIOM.
COOTBETCTBEHHO, aKTHBALUsA SKCIPECCUU T'€Ha pelenrtopa
3CTpauoia THIA anb(a MOXKET ObITh YaCTHIO MOJIEKYIISIPHO-
TO MEXaHM3Ma BIIMSHHS ACTPAIMOa HA UyBCTBUTEIBHOCTh
K uHCynuHy y I'D camuoB. Takum oOpa3oM, MOBBIILIEHHUE
YPOBHS 3CTPajnoia B KPOBH Y CAMOK M y CaMIIOB MOXET
HE3aBHCUMO OT T10J1a aKTHBHPOBATH AKCIIPECCHIO TeHa [7s2 B
MEYCHU U CIIOCOOCTBOBATH YJIYUIICHHIO 4yBCTBUTEIBHOCTH
K MHCYJIUHY B LIEJIOM.

Kaxk u3BecTHO, B ortocpeioBaHny 3(h(HEeKTOB ICTpaioIia Ha
HKCIIPECCHIO TEHOB JIMIOTe€He3a B MIEUEHH YJacTBYET TPaHC-
kpunimonHeid paxrop STAT3 (Gao et al., 2006). FGF21
TaK)Ke MOXET OTOCPE/IOBaTh JCHCTBUE ICTPAINOIA Ha IKC-
MIPECCHUI0 T€HOB INIIOKOHEOT€He3a, MOCKOJIBKY MOBBIIIAET IKC-
Tpeccuio TeHa [rs2 1 TeHa moko3a-6-¢pocdarassr (Fisher et
al., 2011). Onnaxo pons STAT3 u FGF21 kak nocpenHukos
ACTPaANOa B PErYISALUHN 3KCIPECCUU T€HOB TPaHCIYKIUU
CHUT'HAJIa THCYJIMHA TPEOyeT JOTIOIHUTEILHOTO HCCIIEA0BAHNS,
TaK Kak B JaHHOI paboTe He ObUIO0 OOHAPYKEHO PA3IHUYHMN B
ypoBHsix MPHK Stat3 u Fgf21 B neueHun y )KUBOTHBIX Pa3HOTO
T0JIa ¥ SKCTICPUMEHTAIIBHBIX TPYIII.

AxrtuBanus skcnpeccun Pik3cd B neuern y I'D camiios,
MO-BHIMMOMY, O0YCJIOBJIEHAa CHU)KEHUEM y HUX YPOBHS Tec-
TocTtepoHa. Y camok ypoBeHb MPHK Pik3cd Obin BrIe, 4em
y CaMII0B, HO 3TH PA3JINYMs HE CBSI3aHBI C YPOBHEM ACTPALIH-
0J1a, MOCKOJIBbKY OBapUAIKTOMMS M IMOCIEAYIOIIEe BBEJICHHE
acTpaanoina He oty Ha ypoBeHb MPHK Pik3cdy camoxk.

Cy1mecTByeT npe/cTaBIeHHE, YTO BIMSHNAE 3CTPAAN0IIa Ha
YyBCTBUTEIBHOCTh K MHCYJIMHY B JXMPOBOW M B MBIILICYHOM
TKaHSX BBI3BAHO €T0 CTUMYJISIIMEH 3aXBaTa ITFOKO3BI KIIET-
Kamu BeaeacTeue yenndeHus yposHs GLUT4 u aktuBanun
€ro TPaHCJIOKALMK B KIIETOYHYI0 MeMOpaHy. Y caMOK MbIIIEH
OBAapUIKTOMUS B TeUECHHUE 2 HEAETh He BIUsET, a uepe3 10 He-
JIeITb BeI3bIBacT cHInKeHne ypoBHs MPHK Slc2a4 B mprmax
u B xxupoBoit Tkanu (Kim et al., 2010). Y camoxk kpbIc yepe3
12 menens mocie OBapUIKTOMUHU ypoBeHb Oenka GLUT4 B
MBIIIIAX CHWKEH, TOT/Ia KaK BBEJICHNUE 3CTPAAN0IIA MPEIOT-
Bpamaet naHHoe cHrbkeHue (Saengsirisuwan et al., 2009).
B namreit pabote uepes 3 Hemenn ocae OBAPHIKTOMUH YpO-
Benb MPHK Slc2a4 B xupoBo#i TKaHM Yy CaMOK MOBBICHIICS
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1 3K30T€HHBIN 3CTPaAN0I HOPMAIU30BaJl €ro, Toraa Kak J1o-
CTOBEPHOTO BIMSHIS Bo3AeHcTBHA Ha ypoBeHb MPHK Slc2a4
B MBIIICYHON TKaHU M ypoBeHb Oenka GLUT4 B sxupoBoii
TKaHM U B MBIIILAX He 0OHapyxeHo. Panee HamMu ObLIO 10O-
Ka3aHO, YTO OBAPUIKTOMHS B TEUCHHE 5 HEJIEJIb TAK)KE TIOBBI-
maet ypoeHb MPHK Slc2a4 B xupoBoii TKaHH, a BBEJCHUE
3CTpajnoia B TEUEHHE 3 HENeNb €ro CHMXKAET, B TO BpeMs
Kak B MBIIIeYHOH TKaHn ypoBeHb MPHK Slc2a4 camxaercs
MOCJIe OBAPUIKTOMHUHM, HO HE MEHsETCsl Ha ()OHE BBEICHUS
acrpaauona (Skosnesa u nip., 2014). [To-Buaumomy, a3 dexTs
OBapMUAIKTOMHUH U 3K30T€HHOTO 3CTPAAN0Ia Ha IKCIIPECCHIO
Slc2a4 B XUpOBOH M MBIIIEYHOHN TKaHSAX CyIIECTBEHHBIM 00-
Pa30M 3aBHUCST OT AJTUTEIBHOCTH HKCIIEPHUMEHTA.

BrnnsiHMe TOHAIPKTOMIH U 3CTPANOIIA Ha SKCIIPECCHIO UH-
CYJIMHOBOTO PELENTOpa U TPAHCIIOPTEPa IIIFOKO3bI YETBEPTOTO
THUIIA B )KUPOBOM U MBIILIEYHOH TKAHAX Y CaMILIOB UCCJIE0BA-
1M Ha Kpbicax. [Toka3aHo, YTO TOHAPKTOMHUS CONIPOBOXKIA-
erca cHikenueMm ypoHs MPHK u 6enka INSR u GLUT4
B J)KUPOBOM U MBIIIEYHON TKAHSX, & 9K30I€HHBIN 3CTPALUOI
HOpMam3yeT ypoBHH OenkoB (Muthusamy et al., 2009, 2011).
Pesynbrarel Hamero sKCrepuMeHTa ciabo COIacyloTcst ¢
JUTEPAaTYPHBIMHU JAHHBIMH, YTO MOXKET OBITh CJI€ACTBHEM
MEKBHOBBIX PA3IHUIMi BIUSIHUS [ Ha yPOBEHB 3CTparoa
B KPOBH M Ha COOTHOIICHHE YPOBHEH TTOJIOBBIX CTEPOUJIOB Y
caMIIOB. B Halem akcriepuMeHTe MOBBILIEHNE YPOBHS CTpa-
JIFIOJIa TIOCJIE TOHAI9KTOMUH Y CaMIIOB OBIJIO aCCOLIMMPOBAHO
¢ noblenreM yposHst MPHK /nsr, HO cHmkeHnem Oenka
INSR B mbImIIIax, a B 5KUPOBOM TKaHU — co cHIbkeHrneM MPHK
Slc2a4. OTMeTnM, 9T TIOBBIIIIEHHE YPOBHS 3CTPAINONa B KPO-
B HE3aBHCHMO OT I10J1a )KUBOTHOTO (TIpH BBEZICHUH TOPMOHA
y CaMOK U TIOCJIE TOHAIPKTOMUHU Y CaMIIOB) OBIJIO aCCOIIMUPO-
BaHO CO CHIDKEHHEM 3KcIpeccuu Slc2a4 B sKUPOBOW TKaHH.

3aknioyeHune

BerlmeckazaHHOE TO3BOJISIET MPEIIOIOKHUTD, YTO BIIMSTHHE
3CTpaMoIa Ha SKCIPECCUIO TEHOB U OEJIKOB MHCYIMHOBOTO
Kackaga sBJISICTCA TKaHeCHeHI/I(bI/I‘leCKI/IM U HE 3aBHCHUT OT
M0J1a KUBOTHOTO: B TIEUEHU HCTPAIUOT MOXKET MOBBIIIATH
JKCTIpeccHio /rs2, B )KUPOBOH TKaHH — MOJABIISTH IKCIIPEC-
cuto Slc2a4. AxruBauus sxcripeccu [rs2 B iedeHu Ha oHe
MOBBIIIEHUSI YPOBHS 3CTPAAN0IA B KPOBH B PE3yNIbTaTE BBE-
JICHUSI TOPMOHA y CAMOK HJIH TTOCJIC TOHA/I9KTOMUH Y CaMIIOB
HarpaBJieHa Ha yJIy4lIeHHe MeTab0I13Ma IIIFOKO3bI, T0ITOMY
3¢ GEeKTHI 3cTpaaroa B IeYeHN 00yCIIOBIUBAIOT MOBHIIIICHHE
YYBCTBHUTEILHOCTH K MHCYJIMHY Ha YPOBHE II€JIOT0 OpPTraHu3-
Ma. 3HAUCHHE BIUSHUS 3CTPAIUOIA Ha dKCpeccuto Slc2a4 B
JKUPOBOW TKaHH y CAMOK U CaMIIOB HE SICHO M TpeOyeT Aaib-
Helmux uccnenoanuil. HecMoTpst Ha yHUBEpcanabHbIN Me-
XaHU3M JICHCTBUSI, TPOTEKTUBHBINA 3PEKT dCTPpaIroia y cam-
IIOB MEHEE BBIPAXKEH, YEM Yy CAMOK, IT0-BUANMOMY, U3-3a TO-
HIDKEHHOTO YPOBHS TOPMOHA B KPOBH M CHIDKEHHOM dKcIIpec-
CHH PELETITOPOB ACTPAHOJIA B TICUCHH.
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AHHOTaLus. /I3BECTHO, UTO OXMPEHNE 1 CaxapHbI AMabeT NPMBOAAT K PasBUTUIO MeTabOIMUECKOrO CUHAPOMA 1 Hean-
KOrOJIbHOW XMpPOoBoOW 60ne3HK neyeHn. B nogaep»aHnmM KNeTOUHOro roMeocTasa Npv HeasIkorosibHOW »KMPOBON 601e3HN
neyeHn NPUHMMAIOT aKTUBHOE YyacTrie MeXaHM3Mbl 3anporpaMmrpoBaHHON KneTouHol rnbenu. benku cemencrea BCL-2
ABNAIOTCA KOUYEBbIM PErynaTopom ¢pr3monormyeckoro v naTosiorMyeckoro anontosa. Micnonb3lyemble B nccnefoBaHnm
FOMO3MFOTHbIE Camubl Mbilel AnHuu BKS.Cg-Dock7™Lepr®/+/+/) (Mbiwm db/db) xapakTepu3yloTca Nporpeccmpyiowmm
OXMPEHNEM 1 PA3BUTMEM CaxapHOro AvabeTa 2-ro Tvna (C[2), BbipaXkeHHON runepravkemment ¢ 4-8-in Heflenu »nsHu n
pasBuTIEM OpPraHHbIX NopaxeHuin nocne 8-10-i Hegenu. Lienbio paboTbl 6bIN0 N3YyUNTb SKCMPECCUID MOJSIEKYIAPHO-KIe-
TOUHbIX PEryNATOPOB arnonTo3a B K/eTKax neyeHn caMmuoB Mbllwelt db/db Ha pa3HbIX CPOKax Pa3BUTUA OXUPEHNA U caxap-
Horo guabeTa (B Bo3pacte 10 u 18 Hep). MpoBeaeHbl UMMYHOTUCTOXUMWMYECKINIA aHaNMU3 (C MOMOLLbIO HEMPSAMOTO aBUAVH-
6MOTUHOBOIO NEPOKCUAA3HOTO MeToAa) U MopdOMETprYECKas OLeHKa SKCMPeccumn aHTuanonToTnyeckoro 6enka Bcl-2 n
npoanonToTUYecKoro npotenHa Bad B KneTkax neyeHn nccnepyemblix XMBOTHbIX Ha PasHbIX CPOKaX PasBUTUA OXKUPEHNSA
n C2. B neueHn uccnepyembix camuoB B Bo3pacte 10 Hef yCTaHOBNEHO MPeBbIWEeHNe 3HaYeHNA NNOLWaAN OKpallmBa-
HUA Ha 6enok Bcl-2 Hag 6enkom Bad. ViHaeKc cooTHoLeHMA nnowaaen skcnpeccum Bel-2/Bad y 10-HefenbHbIX XUBOTHbIX
oKasanca B [Ba pa3a Bbille Mo CpaBHeHWIO C 18-HefenbHbIMU 0CO6AMM, YTO CBUAETENLCTBYET O HaNUYUW YCNOBUIA ANA
610KMPOBaHNA NPOLIECCOB aronTo3a B neyeHn Mblwein db/db 6onee paHHero Bo3pacta. Ha 18- Hefiene X13HM y caMLoB
Mblweit db/db obHapy»KeHO NoUTK TpexKpaTHOe yBenyeHne niowaamn skcnpeccum 6enka Bad Ha poHe HensmeHmBLLIeNCA
aKkcnpeccun 6enka Bel-2. CHMKeHe 3HaUeHUst COOTHOLLEHA MoLajeii okpalmnsaHus Bcl-2/Bad y 18-HepenbHbIX *KUBOT-
HbIX NPOKM30LLIO 3a CYET POCTa MAoWaaM Kcnpeccun Bad, uTo noaTBepKAaeT OTCYTCTBME aHTUAMOMNTOTMYECKOW 3aLnTbl
KNeTOK M CO3AaeT yC/I0BUA AN1A aKTBaLMN MUTOXOHAPUANbHONM «BETBU» anonTo3a B NeyeHn camuoB Mblweln db/db c Bbi-
paXkeHHbIMU NPU3HaKamu oxnpenna n CA2.

KnioueBble cnioBa: Mbiwy db/db; oxnpeHne; caxapHbli AnabeT 2-ro T1na; NeyeHb; SHAOTENNOLUTLI; renatouuTsl; Bel-2; Bad.

Ana untuposanuna: Mnuypuna C.B., Mwerko U.10., Apxmunos C.A., YepenaHosa M.A., BacenauH [1.B., 3asbanos E.JI. Anonto3
B NeyeHn camLoB Mbilen db/db npv pa3BUTAM 0XMPeHNA 1 caxapHoro Anabeta 2-ro Tmna. Basusnosckud XypHas 2eHemuKu
u cenekyuu. 2020;24(4):435-440. DOI 10.18699/VJ20.43-0

Apoptosis in the liver of male db/db mice
during the development of obesity and type 2 diabetes
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Abstract. Obesity and diabetes mellitus are known to lead to the development of metabolic syndrome and non-alcoholic
fatty liver disease (NAFLD). The mechanisms of programmed cell death are actively involved in maintaining cellular ho-
meostasis along development of NAFLD. Proteins of the BCL-2 family are key regulators of physiological and pathological
apoptosis. Homozygous males of BKS.Cg-Dock7™Lepr?®/+/+/) mice (db/db mice) are characterized by progressive obesity
and the development of type 2 diabetes mellitus (DM2) with severe hyperglycemia at 4-8 weeks and organ lesions at
8-10 weeks of age. The aim of this research was to study the expression of molecular cell regulators of apoptosis in liver
cells of db/db mice males at different stages of obesity and diabetes development (at the age of 10 and 18 weeks). Im-
munohistochemical analysis (using the indirect avidin-biotin peroxidase method) and morphometric evaluation of the
expression of the antiapoptotic protein Bcl-2 and the proapoptotic protein Bad in liver cells of studied animals at different
stages of obesity and DM2 were carried out. An excess of the value of the Bcl-2 protein staining area over the Bad protein
staining area was revealed in the liver of 10-week-old animals. The Bcl-2/Bad expression area ratio in 10-week-old animals
was twice as high as in 18-week-old animals, which indicates the presence of conditions for blocking apoptosis in the liver
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of younger db/db mice. At the 18th week of life, db/db mice displayed an almost threefold increase in the expression area
of the Bad protein against the background of an unchanged expression of the Bcl-2 protein. The decrease in the Bcl-2/Bad
staining area ratio in 18-week-old animals was due to the increase in the Bad expression area, which indicates the absence
of antiapoptotic cell protection and creates conditions for activation of the mitochondrial pathway of apoptosis in the liver
of male db/db mice with pronounced signs of obesity and DM2.

Key words: db/db mice; obesity; type 2 diabetes mellitus (DM2); liver; endothelial cells; hepatocytes; Bcl-2; Bad.
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BBepeHmne

B ycioBuax pa3BUTHS HEaJIKOTOJNBHOM KHPOBOW OOJE3HU
neyenu (HAXKBIT) B mojyiepkanuy KIE€TOYHOTO TOMEOcTas3a
MPUHAMAIOT aKTHBHOE YYaCTHE MEXaHU3MBbI 3aIIPOrPaMMHPO-
BaHHOH KiteTouHOM rrbenu (Schuppan, Schattenberg, 2013).
O’KUpEeHHE U CBSI3aHHbIE C HUM HapyIlIeHNs! OOMEHa BEIEeCTB,
BKJIIOYasl HAKOIUICHHE JIMIUJIOB B TICYCHH M BOCIAJICHUE,
UTPAIOT BaJKHYIO POJIb B KaHIIeporeHese rnedeHu. [locnennue
JIaHHBIC YKA3bIBAIOT Ha TO, YTO OXXMPEHUE U CaxapHbIH Jua-
0T MPUBOASIT K PA3BUTHIO META0OJIMYECKOTO CHHApPOMA U
HAXBII, xoTophIe y MaIMeHToB ¢ 3TUM 3a00JIeBaHUEM MOTYT
MIPOrPECCHPOBATH 10 HEAITKOTOJILHOTO CTeaTOreNaTHTa, BKIIIO-
YaloOIIero PUCK Pa3BUTHA LHUPPO3a U TeMaTOLEIUTIONIPHON
kapuuHOMEI (Shimizu et al., 2011). benxu cemeiictea BCL-2
SIBJISTIOTCSI KITFOYEBBIM PETYJIATOPOM (PU3HOJIOTHYECKOTO 1 Ta-
TOJIOTHYECKOro amonTo3a. CortacHO COBPEMEHHON MOJenu
PETyJISIIMK AloINTOo3a, COOTHOIICHHE OCNIKOB PEeryasTOpOB
aronito3a Bcel-2, Bad u Bax omnpeznenser 4yBCTBUTEIBEHOCTD
KJIETOK K BO3JICHCTBHUIO allONTOTHYECKUX (PAKTOPOB U CIIYKUT
«MOJIEKYJISIPHBIM HIEPEKITIOYATEIIEM), OIIPEACIISAIOIINM, OyneT
JIM IPOUCXOUTH pocT 100 arpodust Tkanu (Sun etal., 2015).
MosnekymnsipHbIe 0COOSHHOCTH Pa3BUTHI MUTOXOHAPHAIEHON
«BETBW» AIIOIITO3a B [IEUEHN CaMIIOB MbIei db/db B mocTHA-
TAJILHOM OHTOTCHE3€ Ha Pa3HBIX CPOKAX PA3BUTHS OKUPECHUS U
caxapsoro auadera 2-ro tumna (CJ12) 1o HacTosIIero BpeMeHu
HE N3Y4CHBI.

Lenp Hamero UcciIeaoBaHUsI — N3YYHTh IKCIPECCHIO MO-
JIEKYSIPHO-KJICTOYHBIX PETYISTOPOB aronTo3a OeIKoB ce-
meiictBa BCL-2 — anTHanontornueckoro 6enka Bel-2 u po-
aroNnTOTHYECKOro NMpoTenHa Bad — B kJleTkax rie4eHu camIioB
mbitieit db/db Ha pa3HbIX cpokax pa3zsutus oxupenus u CJ[2
(B Bo3pacte 10 u 18 Hen).

Matepunanbl n metoApbl
OxcnepumenTsl poseaeHs! B LIKIT SPF-suBapuii MaCTHTYTA
nuronoruu u reuetukd CO PAH Ha TOMO3HTOTHBIX caMIjax
mbinreit muann BKS.Cg-Dock 7" Lepra/+/+/] (mbimu db/db).
T'omo3uTOTHBIE 0COOM ATOM TMHUK UMEIOT Ae(PEeKT perenTopa
nentuna (Leprdb) w xapakrepusyrorcs mnonudaruei, mpo-
TPECCUPYIONNM OKUPEHUEM ¢ 3—4-i1 HeZlenu )KU3HHU, BeIpa-
JKCHHOMW THITEePIIIMKEMUEH ¢ 4—8-11 HeIenn KI3HH, Pa3BUTHEM
opraHHbIX nopaxeHuil nocie 8—10-i nenenu. KuBoTHBIX
COZIepPKaJM B TIOMEIICHUHN C PETYIISPHBIM CBETOBBIM ITHKJIOM
14C:10T, mocTtosHHOW KOMHATHOH Temmeparypoii 24+2 °C
1 OTHOCUTEIBHON BIaXXHOCTHIO 45+ 10 %, Ha cTaHAapTHOM
kopme (Ssniff, [epmanus) u Bone ad libitum.

HccnenoBanus mpoBOIMIIN Ha MBITIIaX B Bo3pacte 10 (n2=7)
u 18 (n =7) Hexenb, KoTopkIii cornoctaBuM ¢ 10 u 18 romamu
yesoBeka coorBercTBeHHO (Flurkey et al., 2006). YKuBoTHBIX
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BBIBOJIVJIH U3 SKCIIEPIMEHTA METO/IOM KPaHHOIIEPBUKAIBHOM
JTUCITOKALMU U 3a0upanu 00pa3iibl MEUCHH IS CBETOOITH-
YECKNX M MMMYHOTHCTOXMMHYECKUX HccieqoBaHuii. Bee
9KCIIEPUMEHTAJIbHBIE PadOTHl Ha JKUBOTHBIX OBUTH BBIION-
HEHBI ¢ COOJTIO/ICHUEM IIPUHLIUIIOB T'YMaHHOCTH, TIPOBEJICHBI
B cooTBeTcTBHU C «IIpaBuiaaMu paboT ¢ MCHONB30BaHUEM
9KCTIEPUMEHTANIBHBIX XKHUBOTHBIX» ([Ipnioxenue k npukasy
Munucrtepcrsa 3apaBooxpanenus CCCP or 12.08.1977 .
Ne 755) u mupextuBoit EBpormefickoro coobmecTsa (86/609/
EBC). UccrnenoBanne 0moOpeHO JTOKATHHBIM STHYECKUAM KO-
mutetoM (IIpotokon Ne 128 ot 15.03.2017).

O6pasusl nedyenn Guxcuposanu B 10 % 3abydepenHoM
¢dopmanuue (BioVitrum, Poccust) B Teuenne 48 4, 06e3Bo-
JKUBAJIM B CEPUH CIIMPTOB BO3PACTAOLIEH KOHIIEHTPALUU
1 3aKTiodany B ructoMuke (BioVitrum). Cpes3sl TKaHU TOJ-
muHON 3 MM nonydanu Ha mukporome LEICA RM2155
(I'epmanmust). /114 cCBETOONTUYECKOTO UCCIIEIOBAHUS HCIOTb-
30BaJIM [IPENapaThl, OKPAIIEHHbIE FeMAaTOKCUIIMHOM Maiiepa u
J03WHOM.

VIMMYHOTMCTOXMMHUYECKOE HCCIIE0OBAaHUE DKCIIPECCUU
6emxoB Bcel-2 n Bad mpoBoanim Ha mapanHOBBIX Cpe3ax Ie-
YEHH € IOMOIIBIO HETIPSIMOTO aBHJMH-OMOTHHOBOTO ITIEPOKCH-
JTA3HOTO METOJ1a C UCIOJIb30BaHHeM Habopa “Vectastain Uni-
versal Elite ABC Kit” (Vector Laboratories, Catalog Number
PK-7200). Ha mocnennem sTane MMMYHOTHCTOXUMHYECKYFO
OKpacKy OCYIIECTBIISUIM B XpPOMOTEHHOM cyOcTpare, cojep-
KallleM JUaMHHOOCH3UANH (pacTBOp TOTOBUTCS ex fempore
n3 komnoHeHnToB Habopa “ImmPACT DAB” (Vector Labora-
tories, Catalog Number SK-4105). YacTtb cpe3oB Jokpaiiu-
BaJIM FeMaTOKCWINHOM Maiiepa, IpOMBbIBaJIM BOJOW U MOCIE
JIETHIpaTalliil MOHTHPOBAJIM TI0JI TIOKPOBHEIE cTekia. s
KOJIMYECTBEHHOM olLleHKH dKcnpeccun Bel-2 u Bad B neuenu
MBIIIEH TMPOBOAMIA KOMIBIOTEPHBIH MOP(POMETPUIECKUN
aHa3 HUQPPOBEIX (GoTorpaduii, MOTYIESHHBIX TP TTOMOIIN
mukpockona LEICA DM 2500 c¢ Buneoxkamepoit LEICA
DFC425C (T'epmanns) npu yBenmuernn x400. C moMorsio
nporpammsl “Image J”” Ha UQPOBBIX CHUMKAX ONPEEIIsITH
CPEHIOO IUIOIIA/Ih 30H OKpaimBanus Ha Bel-2 u Bad. Bei-
YHCISITM WHAEKC OTHOLICHUS IJIOIAAN 3Kkcnpeccnu Bel-2 k
TuToIIa M dKerpeccun Bad.

CraTUCTHYECKYHO 00pabOTKy Pe3y/IbTaTOB UCCIICAOBAHUM
MIPOBOJIMIIN TP TOMOIIH JIMIIEH3HOHHOTO MaKeTa IPOTrpaMm
Statistica 6.1 (cepuiinbit No AXXR101E832903FA). s
aHaJM3a JaHHbBIX, TTOIYMHSIIONIMXCS HOPMAJILHOMY pacripe-
JISIIEHUIO (CPEIHION0 TUIOMAAh OKpammBaHus OenkoB Bcel-2
n Bad), paccunTsiBasnu cpenHee apupmMeTnieckoe U CTaH-
JTAPTHYIO OIIHOKY CpeIHeH apu(METHUCCKOIA; TOCTOBEPHOCTh
Pa3IUYUi UCCIEAYEMBIX TPYII YCTAHABIMBAIN C IOMOIIBIO
t-xputepus CteiofienTa. JlocTOBEpHOCTh pa3iuyuuii JaHHbIX,
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AnonTo3 B NeyeHu camuoB Mblwein db/db
Npvi PasBUTKN OXKMPEHNA 1 CaxapHOro Anaberta 2-ro Tuna

Puc. 1. MNeueHb Mbiweir db/db B Bo3pacTe 10 Hep: a — cnabo BbiparkeHHOE UMMYHOTMCTOXMMYECKOe OKpaLLMBaHMe Ha Npoanon-
ToTMYecKkuin 6enok Bad c fokpackoi remaTokcunuHom Maiiepa; 6 — APKO BblpakeHHOE MMYHOFMCTOXUMMYECKOe OKpaluviBaHne
Ha aHTManonToTMYecknii 6enok Bcl-2 ¢ gokpackol rematokcunmHom Maiiepa.

3pecb 1 Ha puC. 3: YepHbIMK CTPenKamm YKa3aHbl CMHyCcOuHble Kanunnapbl neyeHu, 6enbimn — NMMYHOTNCTOXUMUYECKN OKpaLleHHble

renatoumTbl. Okynap x10, o6bekTrB x40.

OTIIMYHBIX OT HOPMAJIBHOTO PacHpenesieHHs (MHIEKC OTHO-
HIeHUs TUIoau skcnpeccun Bel-2 k miomanm sxcnpeccuu
Bad), ompenensiu ¢ moMoImpi0 HemapaMeTPUIeCKOro KpH-
Tepust ManHa—YuTHA. Pa3nudusi cpaBHUBaeMbIX BEITHYUH
CUMTAIIM CTATUCTUYECKHU 3HAYUMBIMHU TIpH p < 0.05.

Pesynbrathbl

B neuenn vccienyeMbix camMioB Mbliiel B Bozpacte 10 Hex
OOHApY)KCHBI 3aCTOWHBIE SIBJICHHS B MEXIOJIbKOBBIX BEHAX,
pacmmpenue TMM(aTHIeCKNX COCYI0B, JKETIHBIX TPOTOKOB.
B oTnenbHbIX renaronyTax U rpyrax napeHXMMaTo3HbIX Kile-
TOK, PACIIOJIOKEHHBIX IJIaBHBIM 00pa30M B TPOMEKYTOYHBIX
30HaX TEYEHOYHBIX JIOJIEK, OTMEUYEHBl NPU3HAKH OCIIKOBOH
JUCTPOUHN M aKKyMYJISILIMU JIMITUIOB, MPEUMYIIECTBEHHO
MEJTKOKAIIeIEHOTO XapakTepa.

HMMmyHOTHCTOXMMHIYECKH OBUT BBIsIBIICH ciladbiii Bad-mo-
JIO)KUTEJIBHBIA CUTHAI B OT/ICJIbHBIX T€NaTOLUTaX U B TeTe-
POTEHHOI NOMYJIALMN CHHYCOUAHBIX KJIETOK KPOBEHOCHBIX
KanwuLsipoB redeHd (puc. 1, a), yaacTByromux B o0pazoBa-
HUHU TeMaTO-TUM(ATHICCKOTO Oapbepa IMEYCHH, BKIIIOYA0-
LIero YHAOTEIHONUTEI, KieTkn Kyndepa, kinerku Uro u
Pit-xretkn (Muuypuna u ap., 2016). IIpu sToM B KiteTKax
MeYSHN HaOIIOaIOCh BBIPAXKEHHOE UMMYHOTUCTOXMMHUYE-
CKOE OKpalllBaHHe 1 Ha aHTHANIONTOTHYECKuUi Oenok Bel-2.
B neyeHOUHBIX JONBKAaxX MCCIEIyeMblid Mapkep ObLI cocpe-
JIOTOYECH B OCHOBHOM B 9H/IOTEJIMAIILHBIX KJIETKAX BHICTHIIKU
KPOBEHOCHBIX CHHYCOWIHBIX KAIWJIIAPOB M B €IMHUYHBIX
remaTonurax (cMm. puc. 1, 6).

M Bcl-2

Mnowanb OKpaLnBaHWA, MUKC. KB.

10 18

Bo3pacT XnBOTHbIX, Hep

Puc. 2. Mnowaab okpawmnsaHus 6enkos Bcl-2 n Bad B neueHn mbiwei
db/db B Bo3pacTe 10 1 18 Hep.

* Pasnunumna OCTOBEPHbI Mexay rpynnamm «10 Heg» 1 «18 Hedy (p < 0.05).

KommuecTBeHHast OIleHKa AKCIIPECCHN MOJIEKYIISIPHO-KIIe-
TOYHBIX PETYJSITOPOB ArONTO32 AHTHAIIOITOTHYECKOTO Oellka
Bcl-2 n mpoamnonrrornaeckoro nporenHa Bad B medenn camiioB
Mbltiei db/db nokasana, 9To B KJIETKaX OpraHa y *KMBOTHBIX B
Bo3pacte 10 Hel IPOUCXOMT MPEBbILICHHE 3HAYEHHS TUIOIIA-
I IMMYHOTHCTOXUMUYECKOTO OKpaIIiBaHus Ha 6eitok Bel-2
Ha/1 3HaYE€HHEM 3TOoro napaMerpa uist Oenka Bad (puc. 2).
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Puc. 3. MNeueHb Mblwweit db/db B Bo3pacTe 18 Hep: a — BbipaXeHHOE VIMMYHOMMCTOXMMMYECKOe OKpaLLMBaH/e Ha MpoanonTtotnye-
ckui 6enok Bad ¢ gokpackoi rematokcunuHom Mariepa; 6 — cnaboe MMYHOrMCTOXMMUYECKOe OKpaLLMBaH/e Ha aHTUanonToTu-

yeckuni 6enok Bcl-2 ¢ fokpackoii rematokcunuHom Mariepa.
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Puc. 4. IHgeKc oTHoWeHWA nnowagel okpawmsaHus Bel-2/Bad.
* Paznnuns focToBepHbl Mexay rpynnamm «10 Heg» 1 «18 Hepa» (p < 0.05).

B nedenn mbrmieii camiios mbiteit db/db B Bozpacte 18 Hen
OTMEYEHBI MPU3HAKU Pa3BUTHs HEAJIKOTOJIBHOHN JKHPOBOM
6oe3nn, Oornee BEIpaKEHHBIE, YeM y KHUBOTHBIX |0-Hemems-
HOTO BO3pacTa. B mapeHxnmMaro3HbIX KJIeTKax BCeX 30H Ieye-
HOYHBIX J0JIEK onpesessuiach Auddy3Hast akKyMYJIsIHs JId-
IIUJI0B CpeHe- U KPYITHOKAIIEJIBHOTO XapaKTepa, pa3BUBao-
masicsi Ha (OHE HApYUICHHH MUKPOLMPKYISALNHN, BHYTPHU-
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OPraHHOTO TPAHCIIOPTA YKEJIYH, 3HAYUTEIEHON IUIISTALIH
KPOBEHOCHBIX M JIMM(ATHIECKNX COCY/IOB B CHCTEME TPHAL]
W LIEHTPAJIbHBIX BEH.

HcenenoBanue 3KCIPECCHN MOJICKYIISIPHO-KJICTOYHBIX pe-
TYJISTOpOB anonrtosa oenmkos cemeiictBa BCL-2 B neyenu cam-
OB MbllieH db/db B Bozpacte 18 Het 1okazano BeIpakeHHOE
MMMYHOTUCTOXMMHYECKOE OKpPAIIMBAaHHE Ha IPOAIONTOTH-
yeckuil Oenok Bad sHIoTeNMManbHBIX KIETOK KPOBEHOCHBIX
CUHYCOMIHBIX KarmisipoB. CuitbHbIH Bad-nonoskurenbHbiit
CHTHAJI OIIPEeNeIIsUICA B TeNaTOLUTaX, PACIIONOKEHHBIX IIpe-
MMYIIECTBEHHO B MEPUNIOPTAIBHBIX 30HAX M BOKPYT IIEH-
TPaJIbHBIX BEH (pUC. 3, @), a TAKIKE B AYKTAJIBHOM JITUTEINU
JKETTYHBIX HPOTOKOB TpHal. IIpu 3TOM B KieTkax remaro-
TMQaTHIecKoro 0apbepa IeUeH! 1 eIMHUYHBIX TeTaTOIUTax
HCCIIeyeMbIX KMBOTHBIX B Bo3pacTe 18 Hen HaOmonanoch
ciaboe UMMYHOTHCTOXHMHYECKOe OKpaIlMBaHHE Ha aHTH-
anonrroTryeckuii 6enok Bel-2 (em. puc. 3, 6).

Mopdomerpudeckuii aHaIN3 IEYSHH JKUBOTHBIX B BO3pac-
Te 18 Hex mokazan yBenWdeHHe TUIOIMAIH SKCIPECCHH TIPO-
arontoTr4eckoro 6enka Bad, mo cpaBrenmo ¢ 10-HeaenbHbI-
MU MblmaMu. [Ipu 3ToM 1uIoma b OKpamMBaHusl Ha aHTH-
amonrotuaeckuii 0enok Bcl-2 He m3MeHunach, Mo CpaBHEHUIO
C )KUBOTHBIMH B Bo3pacte 10 Hex (cMm. puc. 2).

Orenka oTHOIIEHUS Tutomaael sxcnpeccuun Bel-2/Bad
BBISIBHJIA 3HAUUTEIBHOE CHIKEHHE 3TOT0 MHIeKca y 18-He-
JIenbHBIX MblIed db/db mo cpaBHeHmio ¢ 10-HenenbHBIMU
JKUBOTHBIMH (pHC. 4), IPOUCXOJISIIee 3a CYET BO3PACTAHUS
IIaBHBIM 00pa3oM Iuromany skcnpeccun Bad y cammos B
Bo3pacrte 18 Hen. [loiydeHHbIC TaHHbBIE CBUICTEIBCTBYIOT 00
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OTCYTCTBUHM aHTHAMONTOTUYCCKON 3alUTHI KICTOK OpraHa,
YTO CO3AAeT YCJIOBHSI U aKTUBALIMU MHTOXOHAPHAIBLHOMN
«BETBH» aIloOITO3a B KJIETKaX MeueHu MbIeii db/db B BO3-
pacte 18 Hen.

O6cyxpeHue

W3BecTHO, 4TO HA pa3BUTHE IIPOIPAMMUPOBAHHON KJIIETOYHON
rHOeIN OKa3bIBAIOT BIMSHUE MOCTPAHCISIIMOHHbBIE MOTU(H-
Karuu OenkoB cemetictea BCL-2. OnuH U3 myTei peryisinuu
AKTUBHOCTHU aIOINTO3-WHAYIHUPYIOIHMX OCJIKOB — MPOLECC
thochopumupoBanne/nedochopunrpoBanme, TO BIUIET HA
UX CHOCOOHOCTH 00Pa30BHIBATH TETEPOJUMEPHI C IPYTHMHU
yneHamu OenkoB cemeiictBa BCL-2. B cBeTe coBpeMeHHBIX
JIAHHBIX, NHTYKIHs SKCIPECCUH AHTHATIOITOTHIECKOTO Oelka
Bcl-2 BBI3BIBaET 3aKpHITHE KAaHAJIOB B MHUTOXOHJPUAILHON
MeMOpaHe ¥ peoTBpalaeT Bbixox nporeassl AIF (dakTop,
WHIYIHUPYIOMINH armonTo3) u nuToxpoma C, 3ammimas TeM ca-
MBIM KJIETKY OT arnonro3a. [Ipn atom Bel-2 6iokupyer peak-
LM IEPEKUCHOTO OKHUCIICHHS JINIIHI0OB B MEMOpaHax KIIETOK,
oOecrieunBast 3alIUTY KJIETOK OT MOBPEXKIEHNSI CBOOOAHBIMHU
pasMKalaMu U MPENATCTBYS, TAKUM 00pa3oM, pa3BUTHIO
anonrro3a (Chevalier et al., 2000; ITansies, 2002; Mymikam-
6apos, Kysnenos, 2007; Dewanjee et al., 2015). Panee namu
OBUIO YCTAHOBIJIEHO, 4TO K 10-HEeaeTbHOMY BO3PACTy MBIIIH
db/db yxe xapakTepu30BaIMCh OKUPECHUCM, UMEITH TSKEITYIO
TUNEPTIINKEMHIO C YPOBHEM IJTIOKO3BI B Iiazme 506 mr/mr
(28.1 mmomw/) 1 Oombiie. OHAKO CYIIECTBEHHBIX Pa3INIAN
B YPOBHSIX IVIIOKO3bI, TPUIVIMLEPHUIOB, OOIIEro XoJecTepu-
Ha, AJIT u I'TT y meimeit db/db B Bo3pacte 10 u 18 Hex He
Haiineno (Michurina et al., 2016). Kak o6Hapy»xeHO B 3TOM
MCCIIE/IOBaHMH, B IIEYSHH CaMIIOB B Bo3pacte 10 Hex ruroniaip
9KCIPECCUH aHTHATIONTOTHYeCKoTo Oenka Bel-2 mpespimaer
3Ha4YEHUE [UIOMIA 1 UMYHOTHCTOXUMHUYECKOTO OKPAIINBAHUS
Ha npoariontornueckuii 6enok Bad. [Tonmy4eHHbIe pe3ysbTaThl
CBHUJICTENIBCTBYIOT O HAJTMYUU aHTHAITON TOTUIECKOM 3aIUThI
KJIETOK Te4eHN Ha JaHHOM cpoke pa3Butus HAXKBIIL.

[okazano, uto npu C/12 B neuenu camuoB Mmbitieit db/db
B BO3pacTe 18 Hex BBIABIAIOTCS YIABTPACTPYKTYpPHBIE Hapy-
IICHHS YHEPTETHUECKOTO M OEJIOKCHHTETHYECKOTO allapaToB
KJIETOK, YIJIEBOJJHOTO U )KHPOBOTO 0OMEHA, YTO TIPUBOJIUT K
pa3BUTHIO OETKOBOW W JKUPOBOW TUCTPO(HH TeIaTONTOB
(Michurina et al., 2016).

Hapyienust kpoBooOpariieH s U TUM(OTOKA B IIEUCHH ITUX
JKMBOTHBIX OOYCIIaBIMBAIOT HAapyIIEHHUs MOP(HOIOTHIECKOI
OpraHu3aniy reMaTo-mnMdarniyeckoro 6apbepa NeueHH,
MPUBOAAT K MOHMXKEHHUIO 3kcnpeccun penentopa LYVE-1
Ha MeMOpaHax 3HJI0TEIHAIbHBIX KIIETOK CHHYCOU10B. Takne
MOp]OIOrHYEecKHe EPECTPONKH CIIOCOOCTBYIOT Pa3BUTHIO
TKaHEBOW TMIIOKCHH, OKCUJIATUBHOTO CTpPECCa M IOBPEXIC-
HUIO METOXOHJPHUI — MHIYKTOPOB KieTouHoi rudenn (Eckert
et al., 2003; Michurina et al., 2016). B atux ycnoBusx ¢ mo-
MolIIblo OenkoB cemeiicTa Bel-2 3amyckaercss MUTOXOHIpH-
aJbHasl «BETBBY aIoINTo3a KIeToK. [Ipy HapyIeHnn Hapyx-
HON MeMOpaHbI MUTOXOHIPUH U3 MEXKMEMOPaHHOTO 00beMa
TaKXKe BBIJICIIACTCS TEPMOJIA0MIbHBINA (DaKTOpP, KaTaTU3UPY-
oyl peakuuu ¢ O, U MPUBOAAIIMH K Pa3BUTHIO OKHCIIH-
TeNBHOTO cTpecca. [Ipu 3Tom 00pa3yloTcst akTHBHBIE (POPMBI
KHCJIOpOJia, pa3pyllaloiie MUTOXOHIPHU U SIBJISIFOLUECS
MOIITHBIMA HHTyKTOpamu anonto3a (KorecHukos u 1p., 1999;
Dewanjee et al., 2015).
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AnonTos B neyeHn camuoB mbien db/db
Npvi PasBUTKN OXKMPEHNA 1 CaxapHOro Anaberta 2-ro Tuna

Pa3BuTHE MUKPOBE3HKYIISIPHOTO CTEATO3a TAKKE CUUTACTCS
CIICICTBHEM TSKEJIOTO HApPYIICHHS (YHKLIMH MUTOXOHIPHUHA
(Begriche et al., 2011). [IpeamonaraioT, 9T0 T€ K& MHTOXOH-
JipUalibHbIe HAPYIICHHUS MOTYT ObITh 4aCTOW PUYUHOM pa3-
BUTHSI MEJIKOITY3bIPYaTOTO CTEaTo3a M aronTo3a y MbIIeii ¢
oxupenueM (Trak-Smayra et al., 2011).

B Hamem wuccliieioBaHUM BbISIBICHBI HAaMOOJIbIINE U3MeE-
HEHUS B SHIOTENIMAJBHBIX KIETKaX KPOBEHOCHBIX CHHYCO-
UJHBIX KaIlMWUIIPOB MeYeHH. MBI TOJNIBKO HAYMHAEM ITOHH-
Marh BCIO CIIOKHOCTH (PYHKIHMIH 3HIOTEIHAIbHBIX KJIETOK.
B Hacrosiiiee Bpemst J0Ka3aHO, 4TO ITH KIICTKH KOHTPOIHPYIOT
pereHepanuio MeYeHn KaK «IPOCTPaHCTBEHHO-BPEMEHHOI
peoctar». JIMHaAMUUECKH PErynnupyst SKCIIPECCUIO aHTHOTI03-
THHA-2, OHU KOOPIMHHUPYIOT COOCTBEHHYIO pEreHEepaIfio u
npoiugepanuio rernarouuToB, MOAICP)KUBAIOT BOCCTAHOB-
JICHUE COEIMHUTENILHOM TKaHU, KOHTPOJIMPYIOT CO3pEBaHNE
1 COCTOSTHHE TTOKOSI KpOBeHOCHBIX cocynoB (Hu et al., 2014).
DHIOTeNHUil BRICTYIIACT B KAYECTBE MCXOIHOM JIMHUM 3alllH-
TBI OT BTOPYKEHUSI IIATOT€HHBIX MUKPOOPTaHU3MOB, a TaKXe
PEryJupyeT TOHYC COCYAOB U IPOHUIAeMOCTb. [10CKOIBKY
MOBPEXK/ICHHBIC YHIOTEIHOLUTHI MOTYT OTICIATHCS OT HX
0a3anbpHON MeMOpaHbl U CBOOOIHO LIMPKYJIMPOBATh B KPOBH,
JIUCKYCCHOHHOH ObLTa BO3MOKHOCTH OOHAPY)KEHHSI DHIOTE-
JIMAJILHOTO aroITo3a B €CTECTBEHHBIX ycloBHsAX. CTeneHb
Pa3BUTHS COCYAUCTBIX TPABM HEMTOCPEACTBEHHO KOPPEINPYET
C TPaBMOH OpPraHoB Y OOJIBHBIX B KPUTHYECKOM COCTOSTHUH
(Hutchins et al., 2013). BeissBneHHOS HaMH B ITIEYCHU CaMIIOB
mblteit db/db B Bo3pacte 18 Hel BbIpaK€HHOE UMMYHOTIHU-
CTOXMMHYECKOE OKPAIIMBAHKE HA IPOATIONITOTHYECKHIT OEIoK
Bad sHI0TEIMANBHBIX KICTOK KPOBEHOCHBIX CHHYCOHIHBIX
KaIWUILSIPOB NP HU3KOM YPOBHE DKCIPECCHU B HUX aHTHU-
amonToTHyeckoro 6emnka Bel-2 cBunmeTenscTByeT 0 pasBUTHA
MHUTOXOHJPHAJIBHON «BETBH» allONTO3a B KJIETKAaX IeMaTo-
muMparuueckoro baprepa neuenu npu HAXKBIT (Shimizu et
al., 2011; Hutchins et al., 2013).

[MockomnbKy 3aIycK arnonTo3a MPOUCXOAUT Yepe3 MHAKTH-
BupoBaHue Bcl-2 npu ero ces3biBanuu ¢ 6enkom Bad, ycra-
HOBJICHHOE HAMH yBEJIMYCHHUE TUIOIIAIH OKPAIINBAHHS IIPO-
aronToTuyeckoro denka Bad roBoput 06 0TCYyTCTBHY aHTH-
aroNnTOTHYECKOM 3alUThI U PA3BUTHH aIllOITO3a [0 MUTOXOH-
JPHATGHOMY ITyTH B KJIETKAX IEYCHU. DTO MOATBEPIKAACTCS
TaKKe MOHIKEHHEM COOTHOLICHUS IUIOMIAACH IKCIPECCUH
Bcl-2/Bad B nneuenu y camiuioB mblieii db/db na 18-it Henene
HKHU3HH.

3aknioyeHune

IIpoBeneHBI MMMYHOTHCTOXUMHUYECKHN aHATN3 H MOpQoMe-
TPUUECKasl OLIEHKA SKCIPECCHH MOJIEKYJISIPHO-KJICTOUHBIX
PEryJISTOPOB armonTo3a OeykoB wieHOB cemeiictBa BCL-2:
aHTHanonToTHyeckoro 6emka Bel-2 1 mpoamontoTnaeckoro
nporerHa Bad B xireTkax medeHu camIioB Melmei db/db Ha
Pa3HBIX CPOKaxX Pa3BUTHSI OKUPEHMSI M CaXapHOro Juadera
2-ro tuna. B medenu cammioB B Bo3zpacte 10 HE BHIBICHO
MPEBBIIICHUE 3HAYCHUS IJIOIAAN OKpAIIMBaHUS Ha OesoK
Bcl-2 nan 6enxom Bad. MHaekc cooTHomieHus muomaeit
skcnpeccnn Bel-2/Bad y 10-HenebHBIX )KHBOTHBIX OKA3aJIcs
B JIBa pasa BBIIIEC MO CPABHEHHMIO C |8-HeAeIbHBIMU 0CO0s-
MU, YTO TOBOPUT O HAJIMYMHU YCJIOBHUIl JUIsl OJIOKMPOBAHUS
MIPOIIECCOB aroNTO3a B IEYCHHU 00JIEE MOJIOABIX MBIIIEH.
Ha 18-if Heene W3HH y MBIIICH 00HAPYKEHO MTOYTH TPEX-

OUN3NONOTMYECKAA TEHETUKA / PHYSIOLOGICAL GENETICS 439


https://www.ncbi.nlm.nih.gov/pubmed/?term=Hutchins NA%5BAuthor%5D&cauthor=true&cauthor_uid=23306157
https://www.ncbi.nlm.nih.gov/pubmed/?term=Hutchins NA%5BAuthor%5D&cauthor=true&cauthor_uid=23306157
https://www.ncbi.nlm.nih.gov/pubmed/?term=Hutchins NA%5BAuthor%5D&cauthor=true&cauthor_uid=23306157

S.V. Michurina, I.Yu. Ishchenko, S.A. Arkhipov
M.A. Cherepanova, D.V.Vasendin, E.L. Zavjalov

KpaTHOe yBeJIMUeHHE IUIoLaay dKcrpeccuu Oenka Bad Ha
(hore Hem3MeHUBIIIeHCs aKcpeccuu Oenka Bel-2. CHmkenne
3HadeHus1 oTHomeHUs Bcl-2/Bad y 18-HenenbHBIX KHBOT-
HBIX OTMEYaJIOCh 33 CUET POCTa IUIOLIA/M dKcnpeccuu Bad.
[Tomy4eHHBIE pe3yIbTaThl CBHAECTEIBCTBYIOT 00 OTCYTCTBUH
AQHTHAINONTOTHYECKON 3AIIUTHI KJICTOK W CO3JJaHNUH YCIOBUI
JUIs1 aKTUBAILlUU MHTOXOHﬂpHaﬂbHOﬁ «BETBU» aIIoliTo3a B
TIeYeHH caMIIOB MbIIei db/db ¢ BRIpa)KeHHBIMHA MTPU3HAKAMHI
oxupenus u C/12.
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Aparntaius cyabPo@docdoBaHMIMHOBOIO MeTOda aHa/In3a
OOIIVX IUMMAOB OJIS1 Pa3/JINYHbIX OM0JOTMYECKIX OOHEKTOB
Ha ripumepe Drosophila melanogaster

M.A. Epemuna ®, H.E. IpyHrenko
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AHHoTayuA. JIunmuaHblii 06MeH UMeeT peluatoliee 3HayeHne B dusnonorvun. B nocnepHue fgecatunetna MogenbHbIi
06bekT Drosophila melanogaster akTUBHO UCMONb3YyeTCA B U3yuyeHUN GyHOAaMeHTabHbIX BOMPOCOB MeTabonmsma nu-
NVAOB 1 €ro HapyLLEHW, BKOYas OXMPEHNE, a TaKXKe B NMOUCKe TepaneBTUYECKUX Leneil Ansa neyeHus metabonuye-
CKUX HapyLIeHW y yenoBeKa. bbICTpoe 1 TOUHOE KONMUYECTBEHHOE ONpefeneHne CofepKaHUsA IMMNUAOB — BaXKHbIN Lar
B peLueHuUn 3TuX 3agad. BnepBble MeTof KONMYeCTBEHHOTO U3MepPeHNUs OBLMX IMNULOB C UCMONb30BaHNeM cynbdo-
docdosaHunmHosoro (COB) meToga 6bin onucaH LlonbHepom ¢ Konneramu B 1962 T, a aganTypoBaH AN1A HaCeKOMbIX
BaH leHfenem Ha camkax XenToimxopagouyHoro Komapa Aedes aegypti. lMpenmyLecTBo 3Toro MeTofja No CPaBHEHNIO C
TPaAVLMOHHBIMU rPaBUMETPUYECKIM 1N XPOMaTOrpadpryeckMm MeTofamy aHam3a 3aKJllo4aeTcs B TOM, YTO OH MO3BO-
naeT 06XoANTbCA MUHUMANbHbBIM KONMMYECTBOM G1OSTOMMYECKOro MaTeprana, He TpebyeT ClOXHbIX MaHUMYNALMIA € 06-
pasLom, ABAETCA BbICOKOUYBCTBUTENbHBIM, BOCMPOU3BOAVMBIM 1 TPOCTbIM B peanv3aumm ¢ MMHUManbHbIM Habopom
obopynoBaHus. B HacTosAweln paboTe onvcaHa moguduKauua npoTokona BaH leHaens, no3sonsioLlan ocyLecTBAATb
apanTaumio METoa KONMYeCTBEHHOMO OnpeaeneHns obLUx MMNMAOB AN1A PasMYHbIX OPraHU3MOB, Ha MPYMepe Kac-
cunyeckoli bronoruueckoin mogenu D. melanogaster. B npeAcTaBNeHHOM NPOTOKOJe afAanTUPOBaHbl Bpems peakLuu,
06beMbl XMMUYECKMX PacTBOPOB 1 peareHToB AJA MPOBeAeHNA aHanv3a o6pasLoB MHANBUAYaNbHbIX Apo3odun. [aH-
Has paboTa ABNAETCA aKTyanbHOW, Tak Kak OMMCbIBAET YHMUBEPCATIbHYIO CXeMy, cornacHo Kotopoit COB meTon mMoxeT
ObITb aAaNTUPOBaH ANs KOIMYECTBEHHOTO aHanv3a CoAepKaHus 06X NMNNAOB Y LWNPOKOTO crekTpa buonoruye-
CKMX 06BEKTOB. [Nl NpOBepKM pe3ynsTaTMBHOCTA MOAUGULMPOBAHHOTO METOAA Mbl U3MEPUIN COAepKaHre obLLmX
nunupoBy camok D. melanogaster, Hecywyx runomopdHble MyTaLmmn reHoB MHCYJIMHOBOTO CUTHANbHOIO Kackaga dilp6
un dfoxo, no cpaBHeHWMIO C NMMHMeN arkoro Tnna Canton-S v noka3sanu yyacTue dilp6, Ho He dfoxo B perynauum *nuposoro
o6meHa. MonyyeHHble pe3ynbTaTbl NoAYepKMNBatOT 3GGEKTUBHOCTb KONIOPUMETPUYECKOTO METOAA C UCMONb30BaHNEM
CDB peakyuy 1 cnekTpoGOTOMETPUU N1A KOIMYECTBEHHOIO aHaNM3a CofepKaHns oBLLMX IMNULOB.

KnioueBble cnosa: Drosophila melanogaster; cynbdodochpoBaHMINHOBBIN METOA; KONOPUMETPUS; CNEKTPOPOTOMETPUS;
obLwme nNuabl; XMPoBo 06MeH; MyTauun dilpé4' n dfoxoBG01018,

[na yntnposauma: EpemnHa M.A., TpyHTeHko H.E. AganTauua cynbdodpocpoBaHUIMHOBOro MeTofa aHanmn3sa obLmx
NUMNUAOB ANA pPasnyHbIX Grionornyecknx o6beKToB Ha Npumepe Drosophila melanogaster. Basunosckudi xypHan 2eHe-
muku u cenekyuu. 2020;24(4):441-445. DOI 10.18699/VJ20.636

Adaptation of the sulfophosphovanillin method of analysis
of total lipids for various biological objects
as exemplified by Drosophila melanogaster
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Abstract. Lipid metabolism is crucial in physiology. In recent decades the model object Drosophila melanogaster has
been actively used in the study of the fundamental issues of lipid metabolism and its disorders, including obesity, as
well as in the search for therapeutic goals for the treatment of metabolic disorders in humans. Quick and accurate
quantification of lipid content is an important step in solving these problems. For the first time the method of quantita-
tive measurement of total lipids with the use of the sulfophosphovanillin (SPV) method was described by ZélIner and
colleagues in 1962, and adapted for insects by Van Handel on females of the yellow fever mosquito Aedes aegypti. The
advantages of this method compared to traditional gravimetric and chromatographic methods of analysis are the use
of a small amount of biological material, lack of need for complex manipulations with the sample, its high sensitivity,
reproducibility and simplicity of implementation with a minimum set of equipment. Here, a modification of the Van
Handel protocol is described, which allows the method to be adapted for quantitative determination of total lipids
for various organisms as exemplified a widely used model, D. melanogaster. To test the effectiveness of the modified
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method, we measured the content of total lipids in D. melanogaster females carrying hypomorphic mutations of the
dilp6 and dfoxo insulin signaling pathway genes compared to the wild-type Canton-S line, and showed that dilp6 took
part in the regulation of fat metabolism, while dfoxo did not. The results obtained emphasize the effectiveness of the
colorimetric method with the use of SPV reaction and spectrophotometry for the quantitative analysis of total lipids.

Key words: Drosophila melanogaster; sulfophosphovanillin method; colorimetry; spectrophotometry; total lipids; lipid

metabolism; mutations dilp%4’ and dfoxoBG07018,

For citation: Eremina M.A., Gruntenko N.E. Adaptation of the sulfophosphovanillin method of analysis of total lipids
for various biological objects as exemplified by Drosophila melanogaster. Vavilovskii Zhurnal Genetiki i Selektsii = Vavilov
Journal of Genetics and Breeding. 2020;24(4):441-445. DOI 10.18699/VJ20.636 (in Russian)

BBepeHune

Jlunuaaelii 0OMEH MMeeT pelnaroliee 3HaYeHue JJIsI BbI-
JKUBAHUSA W Pa3MHOKEHHSI OPTaHIU3MOB, TTOCKOJIBKY JTUTTHIBI
(hOpMUPYIOT SHEPTETHUECKUH Pe3epB OpPraHu3Ma H SBISIOTCS
BaXHBIMH CTPYKTYPHBIMH KOMIIOHCHTAMHU KJICTOUHBIX MEM-
Opan u curHanbHBIME MoJleKynamu (Trinh, Boulianne, 2013).
Jlis n3ydeHuss MEXaHU3MOB PETrYISIUH METa00INIeCKOro
oOMeHa M ero HapylIeHUH, BKJIOYas OKHUPEHHE, a TAaKXKe B
MOWCKE TEPANICBTHUSCKUX LEJeH AJIs JedeHUs MeTabom-
YEeCKHMX HapyLICHHUH y 4YeJoBeKa 4acTO MPOBOJAT HCCIE0-
BaHMsI Ha PA3JIMYHBIX KUBOTHBIX MOJEINSX, OT HEMATOJbl
Ipo3oduis 1o TpeI3yHOB U puMaroB (Kleinert et al., 2018).
Drosophila melanogaster MOAXOMUT IS MOACIAPOBAHHUS
MeTabomuIeckux 3a00JIeBaHMii YeTOBEKa, TOCKOJIBKY, BO-TIEp-
BBIX, OOJIBINIAS 9aCTh TCHOB M CEMEICTB T'€HOB, CBA3aHHBIX C
peryisimei yriieBogHO-)KUPOBOTO META0OIMYECKOTO Iy TH,
HBOJIOIMOHHO KOHCEPBAaTUBHBI Y JIPO30(IIBI M YEIOBEKa;
a BO-BTOPBIX, Ipo30(ria UMeeT MEHee CIOKHBI TeHOM U
MEHBIIYI0 U30BITOYHOCTh I'C€HOB, YEM ITO3BOHOYHBIC, YTO
JlaeT 3HAYMTENIbHBIC NPEUMYILIECTBA B U3yYCHUU (YHKIIMN
TEHOB i1 Vivo 1 OTIpeIeIeHHH HOBBIX KOMITOHEHTOB 1y TH (Liu,
Huang, 2013; Alvarez-Rendon et al., 2018).

KoHcepBaTHBHOCTB pacrpocTpaHseTcs 1 Ha QyHKIMOHAIb-
HBIA YPOBEHB: KHPOBOE TEJIO HACEKOMOTO (aHAJIOT MTEUYeHH U
0eJ10i1 KMPOBOW TKaHM MIICKOIHMTAIOIINX) Y4acTBYEeT B MO-
IJIOIICHKH, 3aITaCaHUy U OOMEHEe nuTaresibHbIX Beriects (Liu,
Huang, 2013; Musselman, Kuhnlein, 2018). Coxep:xanue
JKUpa B OPraHU3ME MYX MOXKET BAPHUPOBATH B IIIUPOKUX MPE-
JIeJIax U CIY>KUTh UyBCTBUTEIIbHBIM JIMATHOCTHYECKUM KPHTE-
pHeM, YKa3bIBaIOIMINM Ha JEcOaaHC B METa00IN3ME JTUITHIIOB
(Hildebrandtetal., 2011). BeicTpoe 1 TOUHOE KOJIMUECTBEHHOE
OTIpeZieTICHUE YPOBHS JIMIIM/IOB OYEHb BaYKHO ITPY IPOBEACHUN
HCCIIeTOBaHU B 3TOH cdepe. K TpaauIimoHHBIM METO1aM KO-
JIMYECTBEHHOTO ONPEAEIICHUS JINITHI0B, KaK IIPABUIIO0, OTHOCST
IpaBUMETPHUECKHIA WIIN XpOMaTOrpaduuecKuii METO/ bl aHa-
JM3a, HEAOCTaTKaMU KOTOPBIX CYUTAOT CIIOKHOCTH TIPOBEIE-
HUSI, TPYAOEMKOCTh, HCIOJIB30BaHNE OOJIBIIOTO KOJIMYECTBA
HCXOIHOTO MaTepuaa, YTo 3aTPyIHSIET BBINOTHEHNE HEOO0b-
KX 110 00BEMY aHATH3UPYEMOTO MaTepralia IKCIIEPUMEHTOB
(Anschau et al., 2017; Patel et al., 2019).

Psn uccnenoBanuii JoKa3bIBaeT, UTO KOJIOPUMETPUUECKUI
MeTO Ha OCHOBe cynb(odochopanmmmHoBoi (CDB) peak-
UM SIBJISIETCS] YHUBEPCAIBHBIM: MIPUMEHSIETCS JUIS OTIpe/ie-
JICHUS COJCP KAHUSA OOIIMX JIUMHMIOB U B CIIMHHOMO3TOBOU
JKUJIKOCTH, M B CHIBOPOTKE W IIIa3Me KPOBH UECIOBEKA, U B
MHUIIEBBIX MPOYKTaxX 1 dKosorndecknx oopasmax (Park et al.,
2016). Meton ananu3a oOUTUX JIMIHUIOB Y HACEKOMBIX BIIEp-
Bbie onucad Ban I'ernenem (Van Handel, 1985) mis camok
JKEIITOIIMXOpaIoYHOT0 Komapa Aedes aegypti. B HacTosiiee
BpeMs JIaHHBII KOJOPUMETPUUYECKUM METOA UCIOJb3yEeTCs
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JUIS pAfa JPYTHX BUIOB HACEKOMBIX, B YHCIIO KOTOPBIX BXO-
qat ceepuku Gryllus bimaculatus (Fukumura et al., 2018) u
15 npencraBurerneii cemeiicTa xecTKOKPbUIBIX (Bozdogan et
al., 2016), a Taxxxe MOANMUITIPOBAH [T SHOMAPA3UTONIOB
Venturia canescens (Foray et al., 2012), knemeit Ixodes ricinus
(Abdullah et al., 2018), psi6 (Lu et al., 2008), mpocTeiimmx
(Park et al., 2016) 1 xeMOIUTOTPO(HBIX MHKPOOPTaHI3MOB
(Anschau et al., 2017). CTouTt no4epkHyTh, 4YTO METO, ITPE/I-
noxeHHbId emie B 1962 r. (Zollner et al., 1962; uut. no: Po-
CTOBIIEB, Pe3nnk, 1982), 1 cerogHs He MOTepsT aKTyaTbHOCTH
1 TIpHOOpeI psii MOIU(PHUKAIINH, OTBEYAIOIINX COBPEMEHHBIM
LEJISIM ¥ pa3HO00Pa3Hi0 0OBEKTOB HCCIICOBAHHIA.

IIpeumy1ecTBo 3TOro NPOCTEMIIEro METOIA 3aKIII0UAET-
Csl B BOSMO)KHOCTH aHAJIM3a 00pa3IloB MaJIbIX 0OBEMOB U B
OBICTPOM KOJIMYECTBEHHOM M3MEPEHHH COZICPIKAHUS OOLIMX
mumioB (Park et al., 2016) ¢ ucnonp3oBanneM MUHUMAITEHO-
ro Habopa obopynoBanus. [IpuHINIT METO1a OCHOBAH Ha TOM,
yro COB peakuus TpeOyeT ABOWHOM CBS3U YIIIEPOA—YIIIEPO]
WIN CBOOOJHBIX THUAPOKCHIBHBIX TPYI B JUMUAHBIX KOM-
MOHEHTAaX; KOHIICHTPUPOBAHHAS CEpHAsl KHUCJIOTA BCTYMAET
B PEAKLHUIO C HEHACBIIICHHBIMHU JINIIHJIAMU C 00pa3oBaHuEM
KapOOHMEBOTO aHNOHA; (hochopHAast KHCIOTa BCTYIAeT B pe-
aKIMIO C BaHWJIMHOM ¢ oOpa3oBanueM (ocdaraoro aupa,
MIPUBO/ISL K YBEIMYCHUIO PEaKLIHOHHOM CIIOCOOHOCTH KapOo-
HUJIBHOM I'PYIIIbI; KApOOHUEBBIH aHUOH BCTYTAET B PEAKIIHIO
¢ KapOOHMIIBHOM Ipymmoii GochoBaHUINHA C 00pa30BaHUEM
crabuibHOTO OKpamieHHoro komiiekea (Knight et al., 1972).
VHTEHCHBHOCTH OKPAITMBAHHS MOXKET OBITH KOJIMYECTBEHHO
oIpeJesieHa ITyTeM U3MepeHus norouieHus npu 525-530 um
C HCTIOJIb30BaHUEM criekTpodoromerpryecknx Metonos (Park
etal., 2016).

XOTs KOJIOPUMETPUYECKHH METOJ Ha IpUMepe Koynmde-
CTBEHHOI'O aHaJIM3a COACPIKAHUS HEUTPAIBHBIX JHUITHJOB
TpurmuepuoB (90 % oT Bcex TUMHIOB) OBUT MOABEPKECH
kputnke (Al-Anzi, Zinn, 2010), oH MMOKa3bIBaET CXOTHBIC
pe3yJabTarhl Kak ¢ TOHKOCJIOWHOM XpoMarorpaduei, Tak u ¢
konopumMeTprudeckuM anamm3oM (Cheng et al., 2011; Tennes-
sen et al., 2014; Byreddy et al., 2016).

Takum 00pa3oM, BO3MOXKHOCTB a/IalITUPOBATh 3TOT MPOCTOM
1 3(h(HEKTUBHBIN METOJ aHAJIN3a JUI PA3IUYHBIX BHOB KU~
BOTHBIX IIPE/ICTaBIIsIET HECOMHEHHBIH HHTEpec. B HacTosmei
pabote MbI TipesiaraeM nporokon agantanuu COB merona
JUTSl KOJIMYECTBEHHOH OIIEHKH COJECPKaHMs OOIINX JIUTHIO0B
Y MHANBULYyaTbHBIX MyX D. melanogaster v pe3ynbTaTsl IpH-
MEHEHHUsI TOI'0 METO/1a ITPU U3yUYCHHUHN COJCPIKAHHS JIUITHJIOB Y
JIBYX JINHUH ¢ MyTallsIMU TeHOB HHCYJIMHOBOTO Kackaa. st
poBepKH 3PPEKTHBHOCTH METO/IA MBI HCCIIEIOBAIIN COJIep-
JKaHWE OOIUX JIMITUIOB Y MyX, HECYIIIMX THIIOMOP(]HBIE My-
TaIMy TEHOB MHCYIMHONOm00Horo mentuaa DILP6 (dilp6*!)
u TpaHckpurionHoro dakropa dFOXO (foxoBG01018) Mt
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rnoJjiaracM, 4To NpoBCACHHOC UCCICAOBAHNUE MTO3BOJIUT OLC-
HUTH Yy4aCTHUE JAaHHBIX TEHOB B JIMITUIHOM oOMeHe.

MaTtepwuanbl n metogbl

Pearentsl

» Xnopodopm (99.1 %) XU (AO «baza Ne | XuMpeakTHBOBY,
Poccus);

» Mmetanon (99.5 %) XY (3AO «Bexron», Poccus);

* cepHast kucioTa (93.5-95.6 %) OCY (BAO «Coro3xum-
npom», Poccns);

 oproochopnas kucnora (85 %) OCU (3A0 «Coro3zxum-
pom», Poccns);

 BaHmIuH kpuctammdeckuit (IOCT 16599-71);

* paduHEpoBaHHOE MoacorHegHoe Macio (TOCT 1129-2013).

JKenepuMeHTaIbHbIE ;KUBOTHBIE. MyXH COlEepKaInCh
Ha CTaHJIAPTHOHN MUTATEeILHOU cpeie (arap-arap, 7 r/Jr; KyKy-
py3Has MyKa, 50 1/11; cyxue apoxoku, 18 r/m; caxap, 40 r/m) B
nnHkyOarope (Sanyo, SImonns) npu Temneparype 25 °C, oTHO-
cureabHOM BiiaxkHocTu 50 %, 12-yacoBoM cBeTOBOM JHE. J{ist
9KCTIEPUMEHTOB NMAro CHHXPOHU3UPOBAIIH T10 BBUIETY (MyXHU
cobupanuck B TeueHne 3—4 1). B pabore 6butH ncnons3oBa-
Hbl Tpu IuHKMu D. melanogaster: manus dilp6*! ¢ neneuneit
3'-obmactu reHa phl, 5'-obnactu rena dilp6, 3aXBaThIBAIOIICH
MepBBIN AK30H U 4acTh nepsoro nHTpoHa (Rauschenbach et
al., 2016); nunus foxoBC01018 yecymas Bcrpoiiky P-anementa
[GT1] B 5'-06nactu reHa dfoxo, MPUBOAAIIYIO K YACTUIHOMN
norepe Gpynkuuu rera (Dionne et al., 2006); 1 TMHAS AUKOTO
tuna Canton-S. Bee nunun nomy4ens! u3 Bloomington Dro-
sophila Stock Center.

IMonroroBka u xpanenue 006pasuos. s npenoTspaiie-
HUs pepMeHTaTHBHOW Jerpaaanuu aunuaoB Ban [ennens
PEKOMEHIYEeT XPaHUTh HACEKOMBIX IpH Temreparype —20 °C
WM HIKe 100 BeIcymmBark ux npu 90 °C s ocTaHOBKH
(depmentaruBHoi aktuBHOcTH (Van Handel, 1985). Onu-
CaHa TaK)Ke BO3MOXKHOCTh XPaHHUTh HacekoMbIX B 70-95 %
9TaHOJIE; IIPU ATOM ISl TPEAOTBPALICHUS (PepMEHTATHBHON
Jerpafanuu npu xpaHeHuu Bbime —20 °C pexomeHxyercs
n3Mmensuath Hacekomoe (Lee, 2019). B macrosmeii padore
MYX 3aMOPXHMBAJIU B )KUIKOM a3ote (—195.75 °C) n xpanunu
npu —80 °C. Bo u30exxaHue BAUSHUS [T1a3HOTO MUTMEHTa Ha
pe3yabTaThl U3MEPEHHUH Mepesl aHAIN30M MyX JEKalUuTHPO-
Basin. B opurnnansaom merone (Van Handel, 1985) y camox
PEKOMEHYeTCsl YAAISTh SUYHUKH JINOO HE MCIONb30BaTh B
OTIBITaX OIUIOJIOTBOPEHHBIX CAMOK, TaK KaK JINIIH/bI B SIMUHN-
Kax 3aracaroTcsi JUIsl IIOCIISTYIOIIEro Pa3BUTHsI TOTOMCTBA 1
HE UMEIOT YCTaHOBJIGHHO MMUTATENIbHOM [IEHHOCTH JUISl MyX.
Ho nockoineky y 1po30(huit He IPEACTaBIsAETCs BOZMOKHBIM
W3BIICYb SIMYHWUKH, HE TIOBPE/IMB TIPH 3TOM caMy MyXY, B Ha-
1Ieil paboTe Mbl OCTAPAIHUCH PEIIUTH 3TOT BOIIPOC UCIIOJIb-
30BaHUEM JUIS aHAJIM3a HEOTUIOAOTBOPEHHBIX caMOK. Tarke
CJIC/TyeT OTMETUTh, YTO KOJIMYECTBEHHOE H3MEPEHHE OOIIHNX
0B COB MeTo10M y MyX C SIMUHUKaMH HE PETISITCTBYET
00HAPYKEHUIO PA3ININil MEKIY JTMHUSIMU.

KoJiopumeTpuyeckuii MeTo1 KOJIMYeCTBEHHOH OLIEeHKH
coep:KaHust 00LINX JUNH/IOB € UCIOIb30BaHNEM CYIbdo-
docpoBanumHoBOI peaxumu. s momrydenus Gpochona-
HIJIMHOBOTO peareHTa K 120 mr BarmrHA 100aBsumi 20 Mt
ropsideil BOJbI M Pa3MELIMBAIM JI0 TOJHOTO PacTBOPEHHS
BanunuHa. Janee nodasnsanu 80 mn H;PO, no xoneunoit
KOHIIeHTparmu 1.2 Mr/mit.
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ApanTtaumsa cynbdodpocPoBaHUINHOBOTO MeToAA
aHanM3a o6WmX NMMNMAOB Ha NpuMmepe APo30dhubl

JlunuHble cTanaapThl, Hapumep TpuosenH (92860; Sig-
ma), MOKHO TIPHOOPECTH y MOCTABIIMKA XUMUYECKUX Be-
IIECTB W Pa3BOAMTH A0 HYXHOH koHumeHTpanuu (Foray et
al., 2012), onnako B padore (Byreddy et al., 2016) ykasaHo,
YTO TPUOJIEUH JACT CIHIIKOM CHJIBHOE OKpAIIMBaHHE U HE
MOAXOIUT B KauecTBe CTaHAapTa. B kadecTBe JTUNMUIHOTO
CTaHJlapTa UCCIIEI0BATENIN B OCHOBHOM HCHOIb3YIOT PACTH-
tenpHbIe Maca (Van Handel, 1985; Park et al., 2016; Anschau
et al., 2017). M3BecTHOE KOMMYECTBO CTAaHAAPTa BCTYIMACT
B PEAKIHIO C peareHTaMu JUIsl TOJyYeHUs] KaauOpOBOYHOM
JIMHAY, TUHEHHBIE PETPECCHU YaCTO MMEIOT 3HadeHHe R2
0.95 nnw BeImIe. B HacTosmeid paboTe B KaueCTBE JIUTHIHOTO
cranaapra ucnosbszoBaiu 0.1 % pactBop padMHUPOBAHHO-
ro noaconaeunoro macaa (FOCT 1129-2013) (0.919 kr/m3).
st mpurotoBnenus crangapra 10 Mr macia pacTBOpsUIH B
XJI0podopme 710 KOHEUHOH KOHIEHTpauu 1 Mr/mir.

V3mepeHne KOHLEHTPALUK OOIMNX JHUITHI0B MTPOBOIMIN
MOCPEACTBOM MOTU(PHUIIMPOBAHHOTO IS IPO30(HITBI METOIA
Ban I'ennens (Van Handel, 1985). B ¢Bsi3u ¢ omiuuusiMu Jpo-
30( MBI OT KOMapa Ae. aegypti, sl KOTOPOTO pa3padaThIBaI
cBoif Metont Ban ['enzienb, B HatieM poTokosie ObUTH Motudu-
LMPOBaHbI BPEMsl peaKIiH, 00beMbl XUMHUYECKUX PACTBOPOB
peareHToB A5 [IPOBEICHNS aHAIT3a 00pa3II0B NHINBHUIYAb-
HBIX JIpo30odui. MTHINBHIyaIbHYIO MyXy TOMOT€HH3HPOBAIN
B 100 MKIT OXJTXKICHHOM cMecH Xitopodopm-meranona (V/V),
rocie 4ero oOpasiibl HHTEHCHBHO BCTPSIXMBAIH B TEUCHUE
10 MuH, ganee 50 MKJI CyliepHaHTAHTA IEPEHOCUIIU B YUCThIE
NpOOMPKH 1 HarpeBaiu B Mukporepmoctare M-208 («buc-Hy,
Poccus) mpu 90 °C 1o moaHOTO MCTApEHHUS PACTBOPHUTEII,
no6asnsu 10 mxn H,SO, 1 Harpesany 06pasibl MpU TOH ke
TemIieparype 2 MUH. 3aTeM 00pasiibl OXJIaX/alli Ha JIbIY U
nmo6aBnsn ochOBaHIUITHHOBEINA PEareHT A0 001Iero oorema
1 M. MakyOupoBanu 15 MUH Ipy KOMHATHOM TeMIieparype B
TEMHOTE JI0 IPOSIBIICHHUS PO30BOT'0 OKpAIIMBaHMsI, CTAOWIIBHO
COXpaHSBIIEToCs B Te4eHUE | 4. AHaIM3MPOBaIN 00pa3Ibl B
cnekrpodoromerpe Smart Spec Plus (Bio-Rad, CIIIA) npu
JUTMHE BOJIHBI 525 HM IPOTHUB «XOJOCTOr0» 00pasiia, couep-
JKaIero ToIbKo GpochOBAHMIMHOBHIN peareHT.

Just mocTpoeHnst kannopoBouHoi nuHuUM Dopeii ¢ kon-
neramu (Foray et al., 2012) pekoMEeHIyIOT HAaUUHATH C KOH-
LEHTPALUH HIKE 0’KNIAEMO B 00pasiie HACEKOMOTO U 3aKaH-
YMBaTh KOHIIEHTpaLeH BhIlIe oxuaeMoit. Kanmnbposounyro
JIMHUIO TIOJIy4YaJld C MCIOJIb30BAaHMEM JEBSTH pPa3BeICHUIL:
0, 1, 5, 10, 20, 40, 60, 80 u 100 MKT ITUOUIHOTO CTaHIAPTA
B Tpex HoBTopax. /lanmee mpoueaypy BBINOJHSUIA COTNIACHO
BBILIEONTUCAHHOMY ITPOTOKOJTY.

Crarucrunyeckmii ananau3s. Pacuer pe3yasTaroB NpoBo-
JIVJTH HA OCHOBaHMH JIAHHBIX KaJTMOPOBOYHOM muHuH. JlocTo-
BEPHOCTh PE3YJIbTaTOB OLEHUBAIU C TIOMOIIBIO {-KPUTEPHSI
CrprofieHTa.

PesynbTatbl 1 06CyxaeHne

MocTpoeHne rpaaynpoBOYHON KPUBO ANA onpepeneHns
copepaHua oowmx nunupos y D. melanogaster
[TocpencTBoM CEKTPOPOTOMETPHUUECKOTO MOTIOMIEHHS 13-
BECTHBIX KOHIIEHTpAUMi pad)UHUPOBAHHOIO TOJICOIHEYHO-
TO Macia mpHu 525 HM ToNydeHa TPagyHpOBOYHAS KPHUBAsS
(puc. 1). Ycranosnena smHeliHas perpeccust: y = 0.0023x +
+0.0369; R?=0.9971.
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Puc. 1. KannbpoBouHasa nuHWs npoaykTa, obpasoBaHHOro cynbdodoc-
boBaHNNMHOBOW peaKkumeil ¢ padrHNPOBAHHBIM MOACONHEYHbIM Mac-
NIOM, PacTBOPEHHbIM B XJIOPOpopMe A0 KOHLeHTpaLmu 1 Mr/mn.
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Canton-S DILP6 dFOXO

Puic. 2. YpoBeHb 00LWMX NMNA0B Y TPEXCYTOUHbIX caMok D. melanogaster
nuHuK gukoro Tina (Canton-S) n NNHWIA, HecyWwrx rMNoMopdHble MyTa-
L1 reHOB MHCynrHonofobHoro nentuaa DILP6 v TpaHCKpUNLMOHHOTO
¢daktopa dFOXO.

Kaxkpoe 3HaueHue — cpepHee 13 16-20 namepeHui. lNnaHKyn NorpewHoCcT oT-
pa<aloT CTaHAAPTHYIO OLIMOKY. o p < 0.001 - OCTOBEPHOCTb OTANYNIA My-
TaHTHbIX CAMOK C MyTaLel reHa nHcynuHonofo6Horo nentuga DILP6 (dilp6‘”)
OT caMok JinHumM Canton-S.

AmHani3 00pa31oB ¢ U3BECTHOM KOHIICHTPAIHUEH JIUITHIHO-
TO CTaHAAPTA MOKAa3aJl, YTO METOJ SIBISAETCS 1yBCTBUTEIBHBIM
1 CIOCOOEH TOYHO ONPE/CISTh YPOBEHb OOUIHMX JIMIHIIOB B
nuarnasone ot 0 1o 100 Mxr.

OnpepeneHne cofepxaHnAa o6LWNX MMNNL0B
y camok D. melanogaster c runomop¢HbIMY MyTaLmnamn
reHoB VHCYNIMHOBOTO Kackapaa dilp6 v dfoxo
M3BecTHO, YTO MHCYIMHOBBIM CHTHAJBHBIA KackKas Jpo30-
(bl/lﬂbl BKJIIOYA€T HICCTh TOMOJIOTOB MHCYJIMHA U UHCYJIMHOIIO-
TOOHBIX (hakTOopoB pocTa MitekonuTaromux (DILPs1-6), xo-
TOpBIE CBS3BIBAIOTCS C CMHCTBEHHBIM WHCYIMHOIIOZOOHBIM
peuernropom apo3oduiisl (dInR), akTHBUPYFOIIMM HHCYIHHO-
BBIH kackay (Gruntenko, Rauschenbach, 2018), u 18a romo-
nora penakcuHa (DILPs7, 8) (Gontijo, Garelli, 2018). Ctumy-
nsinmst dInR gepes cydcTpar HHCYJIMHOIOJOOHOTO perenTopa
(CHICO, romomor IRS1-4 MIIeKOUTAIOMNX) TPUBOIUT K
axtuBanny dAkt/PKB (romonor nporennkunassl B), kotopast
MOJIYJIMPYET aKTHBHOCTB psijia OEJKOB, B YaCTHOCTH TpaHC-
KpunmuoHHOTO (hakTopa cemeiictBa Forkhead box class O,
dFOXO (romonor FOXO1, 3a u 4 y mexonutaromux) (Al-
varez-Rendon et al., 2018).

Panee metomom I1L[P B peamsHOM BpeMeHH OBLIO YCTaHOB-
JICHO IByKpaTHOE CHIDKEHUE YPOBHSI SKCIIPECCHU T'eHa dfoxo
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Adaptation of sulfophosphovanillin method of analysis
of total lipids on the Drosophila example

(Gruntenko et al., 2016) u cumxenue B 13 pa3 ypoBHs 3Kc-
npeccuu reda dilp6 (Epemuna u ap., 2019) B xupoBoM Tene
(ocnoBHOM Mecte cunTeza dFOXO n DILP6) y camok muHnmit
¢ mytauuei dilp6*’ u foxoP901018 coorercTBEHHO, IO CpaB-
HEHHUIO C yPOBHEM JKCIIPECCHH ITHX T'€HOB B )KHUPOBOM TEIIe
y caMOoK JIMHNH Jukoro tura Canton-S. Kpome Toro, Mbl 00-
Hapy KWJIH, 4TO YPOBEHb IIIFOKO3bI U TPETaio3bl — 0CHOBHOTO
caxapa HaceKOMBIX, y CaMOK 00€MX MyTaHTHBIX JIMHUH MO-
BBIIIEH 110 CPABHEHMIO C KOHTPOJbHOW smHuel Canton-S
(Epemuna u ap., 2019). Ha ocHOBaHMH 3THX JaHHBIX MBI
TIPEIIOIOKIIIA BO3MOKHOCTD ydacTusi TeHoB dilp6 u dfoxo
B PEryJIsIIUHM YPOBHS JKUPOB y Apo30(uibl. sl MpoBepKu
9TOW TMIIOTE3bl MBI CPABHUIIN COJIEPIKAHNE OOLIMX JIMITU/IOB
y camok D. melanogaster ¢ mytamasmu dilp6*! n foxoBG01018,
a TaKKe y CaMOK KOHTPOJIbHOH imHMn Canton-S ¢ ITOMOIIbIO
C®B merona. Pe3ynpraTsl IpOBEACHHBIX N3MEPEHUI Mpea-
cTaBJeHbl Ha puc. 2. OYEBUIHO, YTO y MYTAHTHBIX CAMOK
nunnu dilp6*! ypoBeHs 0GIIUX JIUITHIOB MOBBIIIEH [0 CPaB-
HEHHUIO C CAMKaMH JIUKOTO TUTA (Pa3INyusi JOCTOBEPHBI TPH
p<0.001), onHaKo ypOoBEHBb OOUTHX JUIUAOB Y CAMOK JTHHUH
foxoBG01018 ye oruaeTcest OT TAKOBOTO Y CAMOK JMKOTO THIIA
Canton-S.

B crarse (Murillo-Maldonado et al., 2011) roBopurcs 06
YBEIMYECHHUH COJIEPKaHusI OOIINX JIUMUIOB Y TMHHUHN C YaCTHI-
HOW moTepel PyHKIMKM T'eHOB MHCYJIMHOBOTO Kackana PKB,
dInR u chico. Kpome TOT0, aBTOPHI OTPEICITHIIHN COIepKaHHe
YIIIEBOJIOB y 9THX JIMHUH W IPOAEMOHCTPHPOBAIIH , UTO JIUIIh
y HEOOJIBIIOTO YHCa JMHUM HAOIIOAAINCh 3HAYUTEIbHBIC
m3MeHenus. Tak, rerepoannenbHas KomouHamms [nR37/EN
MPUBOAMIIA K 3HAYUTEIHHOMY YBEIHYCHHIO COACPIKAHUS
YIIIEBOJIOB, TOTjIa Kak 1 PKB!3 u chico’! cymecTBeHHBIX
M3MEHEHHH He HaOmonanock. PaHee HaMu OBIIO BBIIBICHO
ydactue TeHoB dilp6 ¥ dfoxo B peryssiiuy yriieBOIHOTO 00-
MEHa, COTTPOBOIK/IAIOIIEECS TOBBIIICHUEM YPOBHS TITFOKO3bI U
TPErano3sl y THIOMOPQHBIX MyTaHTOB dilp6?! u foxoBC01018
(Epemuna u 11p., 2019). OgHako ocTaBanoch HEBBISICHEHHBIM,
YYaCTBYIOT JIM 3TH T€HbI B PETYISIMHU JUIHUAHOTO OOMEHa.
B nactosmie#t paboTe ¢ moMOIIpI0 OBICTPOTO METOAA C WC-
TIOJTE30BaHNEM CYIb()oochOBaHMINHOBON PEAKITH MBI TTO-
KazajH, 4YTO B PEryJSIMU JIMITUAHOTO OOMEHa MPUHUMAET
yaactue dilp6, Ho He dfoxo. Hamm pe3yisTaThl coracyroTes
¢ pesyasraramMu Mypuimio-Manbsaonano ¢ xomwteramu (Mu-
rillo-Maldonado et al., 2011) u CBHIIETENBCTBYIOT O TOM, YTO
TeHbl MHCYIMHOBOTO CHTHAJIBHOTO KacKaJa MOTYT BIHATh
100 TOJBKO HA YITIEBOIHBIA OOMEH, Kak B ciydae dfoxo,
71100 TOJIBKO Ha JIMMTUIHBINA 00OMEH, Kak B ciiydae PKBu chico,
00 1 Ha YIIICBOAHBIN, M HAa JUIUAIHBIN, KaK B ciy4ae dilp6
u dInR. Bo3MOXXHBIE MEXaHU3MbI 3TOTO BIHSHUS TPEOYIOT
JlaJbHEHILEro U3yYeHUs..

3aknioyeHune

[TonyueHHbIe JaHHBIEC IGMOHCTPUPYIOT BBICOKYO 3D (heKTHB-
HOCTb M 4yBCTBHUTEIBEHOCTH KOJOPUMETPUYECKOTO METOAa
C UCHOJBb30BaHMEM cyabpodochoBaHMINHOBON peakuu
JUTSL OTIPCICIICHUS] YPOBHsI OOIIMX JIUIH/IOB, B TOM YHCJIC B
HH3KHX KOHLeHTpauusx. [IpoBeieHHbII aHAIN3 CoIepKaHus
001X JIMIHUI0B y caMok D. melanogaster ¢ TATIOMOP(HBIMU
MYTalUsIMU TEHOB UHCYJIMHOBOTO KacKaJ[a 3TO MOITBEPIKIIACT,
JIEMOHCTPHUPYA y9acTHe reHa dilp6, Ho He dfoxo B peryasin
JKHpOBOro oOMeHa. TakuM 00pa3oM, NMPeATIOKCHHBI HAMHU
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MIPOTOKOJI MOAXU(DUKAIMH KOJIOPUMETPUIESCKOTO METO/Ia aHa-
JIM3a CoJIeprKaHus OOIIUX JIMITUIOB C UCTIOJIb30BAHUEM CIICK-
TPO(HOTOMETPHUU MOKET OBITH YCIICIIHO MPAMEHEH IIPH U3Y-
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