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Research progress on annotation and biological
function of plant transposable elements
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Abstract. Transposable elements (TEs) are fragments of DNA that can move, copy, and re-
integrate into a new site in the genome. In plants, many types of TEs, especially abundant
long terminal repeat (LTR) retrotransposons, can regulate gene expression in multiple ways,
such as producing new genes and transcripts, providing regulatory elements, and changing
gene structure. Ultimately, these changes promote plant genome evolution. At the same time,
the rapid development of genome sequencing and assembly technology has provided a good
opportunity for TE detection and annotation. In this review, we summarize current research
progress on plant TEs from the perspectives of structural classification, whole-genome
detection, functional research, and genome evolution. We also discuss future research
directions and provide references for further plant TE study.
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Rtk Bt e, ehh, FAF A 0 A SR
PR N FE A~ BT FE AR AR SR X i 2 A
VIR ETCIF R A R 0 6 | RS | R i R DA e 42
P2k HEShEERIZHBEAL 4 4S5 I R 9T HEAT B4
() 4 th A S e e ST AT g T ), LA A JS
T RGP TTAE A W B SR, b B BT 5 5 R
L, s E AT T AR SR A

1 BETHSE, SHEHE

HAZEYREN AR AAAE R E RS, R
ZERREAE, BFE GR35 A

T2 VIR
Subclass Biota
[ LTR i)
Animal Plant
LINEs SUBER)
Eukaryotes
RS RE T
Retrotransposon a
(Class ) ULEY)
e Eukaryotes
GEE DY AE
DIRS Cplorella  Animal Fungus
Y HEY HE
| PLE Animal Plant Fungus
[~ TIRs HZAEY)
Eukaryotes
FEPET Crypton HIE
Transposon Fungus
(Class I ~h
Helitrons .t)jjm HiP) S
Animal Plant Fungus
Maverick FZADY) (BRI
|_(Polintons)  Eukaryotes (except plant)

B DB /0 1 By # & ( Segmental duplica-
tions) . %% 2 J& &t K E & J¥ 5 (Tandem re-
peats), fiEM TR DNA, RiP)FEHEE . N1
A DNA, TR DNA 4 Fh, 55 3 K2 &R Z R
e & (Interspersed repeats), X ZEHH & 551
PN 74§y R TR O O
ORI R A R B sl . BT E
A RN AH 0 DNA B, BN
() ZE RSy, A2 A AT e IR T 2 5l
R TRE AL MRy Tk,
FEFETCIFE e MRS, RNA 8 ) a0 % 5
5% - ( Retrotransposon ) I DNA 2 &l it % 3z 1
(Transposon) (18] 1) o bl B 53 2 Joe - AR 3l A
IF) ) 7 FE ML) AT LA AASTRI 26 Aok
2 YLgh Ky

Classic structure

— LIR | G.fi(j — PoL H\ETR —

| AP |[ RT |[RH || IN |
GAGke oL AAAAA»—
ram ok

_.’lm}_{ GAG | ORFs || TIRLLTR #—

| AP [ RT |[RH || YR |
o TR TRANSPOSASE — IR }p—
-
varvi [ ows|
TR - POLE Gy - TR

LTR: KKuEEFH; LINEs: KTERZITH:; SINEs: MMTEZITIE; DIRS: BUSAF I P [El & JF51; PLE. Penelope
ZIufF; GAG: KFTHEH,; AP, RXAMEAM,; RT. Wi 2i; RH: RNA W H; IN. #4570, APE. JCREM B RN Y]
fiti; ORFs. JFHCBEME; TIR. Kiw/RmEREFS]; YR B R EMN; EN. ZIRWNUIE; TRANSPOSASE. # 4 ;
Y2-YR. Y2 RKHI AR T AN ; POL B. DNA 4 B; C-IN. c-int 28040, Pol . RNA B4 ; POL. it

ZOMEHE AN

LTR: Long terminal repeats; LINEs: Long interspersed nuclear elements; SINEs: Short interspersed nuclear elements;
DIRS: Dictyostelium intermediate repeat sequence; PLE: Penelope-like elements; GAG. Capsid protein; AP. Aspartic
proteinase; RT: Reverse transcriptase; RH: RNase H; IN: Integrase; APE. Apurinic endonuclease; TIR: Terminal inver-
ted repeats; YR: Tyrosine recombinase; EN: Endonuclease; Y2-YR: Y2 type tyrosine recombinase; POL B: DNA poly-
merase B; C-IN: c-int type integrase; Pol Ill; RNA polymerase Il ; POL. Genes encoding multifunctional proteins.
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Classification and structure of transposable elements



555 1

FRASIRAGE . RIG eSO TR S AR W~ D REWT 5 ik i 545

Uy # & 41 (Long terminal repeat, LTR). Kk
TE# J0 1 (Long interspersed nuclear elements,
LINEs) . JEHfER% e (Short interspersed nucle-
ar elements, SINEs) . XU #T @ H 6] & & ¢ 1)
( Dictyostelium intermediate repeat sequence,
DIRS) . Penelope Z& 7T 1 ( Penelope-like ele-
ments, PLE), Hth LINEs AH G4 5 %51 7] i
57 SINEs Y45 g2 #21°', {H/Z LINEs FI SINEs
A IR AL 5E R HATE ARTE2E'S . DNA 287 (%
JAE AR A [] %) 25 44 R AR e — 20 3 W R3S,
551 ARG R i S 1) 8 5 % A ¥ ( Terminal invert-
ed repeats, TIRs) il Crypton # 1, 45 2 24y
15 Helitrons %% & -7 F1 Maverick % f 7 (M %
Polintons ¥ ) .

AN )24 7R e A ST A 2 B ML 45 S A TR, RNA
A 3 It S B - 12 Bl i AR A AT SO i
HR S HREG T  FERE EERT 23 56 DL DNA i,
7E RNA S5 1L A e fE R, 4 DNA %%
SEN RNA J5 PR 8 cDNA, Bl ad 535 il
GBI 2H b oe U R, DNA 283U 1 5% )38 1~ 1Y
SR EEALTI AR A B U] PRI SRR T s
FEAE% LT (Transposase ) FUVE T, 8 15 58 45 XL
A T ONG AR EUIRR T ok, SRS SR AR
SN HL 7 T R SRR R TP R LTR 26
T ER Y R LR, R MR R
S v ) R N E I R B U | A W < R
mRNA, Hif Kk Z %0 mRNA 4 it 5% i 7% 3h fiT 4 451
EM, E mRNA WAL gag il A5
B A B [) 4 B B AR JBURE (Virus like particles,
VLPs) , 5% g fi% 8 B9 mRNA 245 4 b i St i
77H cDNA JF s ZIE A%, W pol Bt 4 %R
VTRV 8 IN 235 g 1) o 55 il 2 5 ik A
R4 58 B E L A, Helitrons %5 J3E ST F 52 i
ARk R IR —Fh B B DNA #58 e i, FoRk 2805
JE G F A 6], Helitrons i i & 3 19 7 0 3 47
FEE)

2 SEFERFHREETHRE

Hr, JEHRLMTFHAR BB S, WFsAR
WrFRE A, R B R B hn 210 807 1>
fFk, 1977 4F Sanger F1 Coulson & B — 1% ¥
AR, MBRIERER X174 W2 8L FA)PH], bRk

F YRR AR ERS ) LLPORME kS
A5 S AR P B AR R 2 Hlumina
ANTFIRY Solexa &2 M, HEESh T
WP H AR KA, mises =R, BRI+
M4 A ( Single molecule sequencing ) i K B 4
IKF]10 kb, ANFFE PCR 14 A 0L T 5t ] LA X
# GC KBTI ™ Ak, 2009 4EH Job
Dekker #il Eric Lander JF % iy Hi-C £ AR | fig
Wk B A E B AR, 3PPRE 1 Mb £
fi, M= T TR, W E R
ANWTFOHHES) T s P R RN A %e, R R i
JETTAF BRI | R AL T RAFPLE, HAT, £
B RN B e FEA LT 3 ik
mT(E ),

551 R AR 5 e TR v B U 81 A
S EAT XS AR, IS )2 A R A S AR
RepeatMasker! ™ #iI Greedier' ™’ {#i & | /| Rep-
Base ., Dfam %udli Xy A% A W 5 R 4H 047 7 97 1
XiF, K RE TR AT IR JR WU E B, CLARI-TER
ATLUH ClariTERep i e xf fe 4y B IR AL, i) 2
INZZ ( Triticum aestivum L) WA P LR ESEE
P9 HE AT % 5 TESeeker™' Al DL i i Jx 42 4 H]
ClustalW2, BLAST, CAP3 % Z ¢4l thxt T.H, %
By 24 2R I 4 ) 3% ¥ T ., MGEscan-
LTR®A] LA S e LTR K5 je ook 7 5 kg
HMM FEIEEE 2, ReAEFE LTR Wi i1 Xk 5
PO A ER PRI, AR AT T g i K B
HHABER, EDTAP E— LA R T
R En LRGSR 2 ERR B gs R, A4
B U8 e AR TOA e B T AR B i, [RIE AR W] AR
53] e 8 L A e PR A X s UL I e P TR

55 2 P vk R AR B 412 3 KA i M3k (de
novo ) T, 3 Ff T 5 v A% 0 AE T R B X
ARG HE R 20 5 R A R 7 X, AR 4l 2 4 7
G L 25 R 4 i 22 e 91 L X, e R 2R AR i
JE TR R 24 i Repeat Pattern Toolkit'®! |
RECON'™  RepeatScout'®’ %5 ] DL i 4% 17
TR A+ 7 5 R 2, B 584 I RepeatMasker
S RETCIEBE T /028 . RepeatModeler2'® J&: 2020
SEEHTIT K W, AT LAY T RECON A Repeat-
Scout ZH 45 T8 I AR XL R T AT RS, AR T
WG A RepeatModeler i &, 78 LTR 2854 )% T
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Table 1 Characteristics of transposable element annotation resources
R 2R TN J3E T A2 5] & Y FF A1t 8] E = BTN
Annotation strategy Software Predict category Species Start year Reference
B e RepeatMasker o ]| AW 2016 [18]
HxF Greedier e HIZEY) 2008 [19]
CLARI- TE LTR 2 %) 2014 [20]
TESeeker el HAZA ) 2011 [21]
MGEscan-LTR LTR 2% THY 2007 [22]
EDTA S W) AEY 2019 [23]
[WEESS RECON Ea =l HIZAEY 2002 [26]
A9 RepeatScout AR HEZAEY 2005 [27]
S RepeatModeler2 Ea el HiZAY 2020 [28]
phRAIDER el HAZA Y 2016 [29]
TIR-Learner TIR 2§ 1Y 2019 [30]
PILER g & W) AEY) 2005 [31]
LtrDetector LTR 2% it/ 2019 [32]
LTRdigest LTR 2% Y 2008 [33]
LTRharvest LTR 2% Y 2009 [34]
LTR_FINDER LTR 2% Hi¥ 2007 [35]
kg REPuter eS| EAZAEY) 2001 [36]
HiEd % RepeatExplorer2 e B3l HZAEY 2020 [37]
dnaPipeTE S NER LR 2015 [38]
Tedna ERtE S HAZAEY) 2018 [39]
RepLong KEE P2 HEZAY 2018 [40]

RERHURE A TR 2L, phRAID-
ER" I H PatternHunter [a] B& & 1 77 51 I 45 7
PN B ST R AR T A iR AT R
TIR-Learner** o] LK [a] P51 A6 0 325 45 3 T 45
RS G, RIER LS5 > (ML) B, Xt
FPI TIR 2844 B 7647 S 51, PILER™Y 7]
LA PILER-DF, PILER-TA. PILER-TR %A [H]
PR LR A e B | PIRER | RunE
SEN TA) 2 0 HE 47 % €, LirDetector . LTRdigest ,
LTRharvest, LTR_FINDER"®#™/ & 3 %k i LTR
FEH B R /N B, A R i B B8 A A A
TSD 45 LTR Z5FFRIE X5 JETT R A TS5

55 3 PR BRI R I Y 3K (reads ) 2H 3¢
e TTE, XFROTIR R KR ARYE reads FeRER
LA E R Kmer #5751, RIEHRK¥EY EHR
B 17, %4 REPuter, RepeatExplorer2.,
dnaPipeTE 6~ & & 1\ LA 1 4% F JH Il ¥ reads
X B E SO A T R R, R P AT e
JOHE AR (AR08 ) o SR, &30 %
AHi, REPuter v LI H P i A 1Y fasta J7 41 5%
el ASCIl AT At o, o KRR AE Tt

B PE SR R AR IR AR, RepeatEx-
plorer2 ] LL3EF [ R L N BHAZ A=Y & 2 7 51
DNA BEATS 7€, [A)I$ fi2% Je ST 1 1 A 3lids e
ST eE W) T AL Z T RE ;. dnaPipeTE 1] LA
FIH AR reads, R reads 1 contig FbA
RO 54 ek 4T R R . REPdenovo, RepARK |
Tedna™ o] LI J5 i reads Xif I 47 28 B0 4 J38 T
HEAT RN % . 5] 2 Replong #k i, 1F &
BRI TR = Q¥ Pacbio K reads #y7E
BTH, BARESES . REEGE2MIEE, ol
OB ST W R, HEF
PRI, Xt RepARK i FE 45 5 A~ S H 20 TR X A
Yy A ST A T A TR T RE

3 HETHRINERERIE

¥ RETCIF R LI i RN A 258 . KRR A5 T
AFEATE F o IR A G B T RE T IR 2
RIKGZPNFEMRK, REBE BT A £
FEHAE 28 DNA HIEAL | 41 B 45 2 0L st
BT Bt A g b 41 ] 2R AR s ST 1 X
F SR, Heoh, SRR Mo A
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7 B 1) 25 Sl s 0P AR I BE R 3R A = A AN R 2 ), A
WA LTR K5 (AR a4 A7 B AT IR K
Al Ty1-Copia 2551 576 e -4t 56 o A 1 e 5%
I VESR A A Y (BT X, 1T Ty3-Gypsy 23 §% 5%
g JRE T U0 576 o3 A1 R A 22 R Y e G (0,5 X
R ORTR] o A 23 T 5 G R 4 T G
PERERFIRRE I 22 57 . PRSI TTAHAE oK A
Vi) oy DX g 3 A B Sk S R PR X3, 3% R AT e 5
PRGSO, AR & T IXE, A n] T
M, TTRES NS TRIIIA P,

AN TR S T 2 Je T 4 e 4 e PR 3Rk ) 7 A )RR
], 2 e ST ARG e T AT A Wy vl LIE i Z2 M4
TG EAER R GA
3.1 FEHEEMERA

o6, R K AR 3 R BT T LA
Fereoely, BEJS R TSI IR BRER . 4
S4B B A A AR AT R 23 TE R Y 2
K, V5 22706 E ST AT A= T 91 4 9 s O 5 il R
SRR St ML B ITF R AR /N RNA
AL DL o F s AL P45 i O 2 BRI i Rk, )
WAl L% 5 small RNA (£ 45 siRNA, miRNA.
PIRNA) 1 INcRNA Z534E 4 i RNA B4 18, M i
— B HEREIL MEKRE | RG24
Yrgad B0 LB IT (Arabidopsis thaliana (L.)
Heynh.) o LTR S & JBETTIFROsam iy, oA A 25
BN T KB SiRNA8B4A, il 55 5 56 K I8 1 k)
ZRAL 0T B T 1 A R o B S AR B T
% IncRNA J [K 25 14 19 722 S JOoRT 2B o ) i A 7K
( Oryza sativa spp. japonica cv. Nipponbare) H1,
MITEs 7] DA 7= 4= siRNA441 | siRNA446 X 9 Ffi /)y
RNA, EfIBRT 25 B & MITEs % i P 04 8 4
Hh, 3 TE 1A R YT KRS XV BR 1R 5 (ABA) 11
A
3.2 RHPETITHE, PBTERRE

SR EETT A BN R R ST A E AN, 1)
Undd A FJE 1S 58 1 (Enhancer ) AR 24 T 400 i 2
RIZeIk, 4H AFH T (Inhibitor ) D] 7= A= 4 i 3 A
FIRMRCR . 45 P TT A B 3 A7 1y it 7~ s ] 1
SEPREE TR, Al AL A5 AT DL B B s 3R
KU R TC R A 2R i e B 8 2 2y
IR 55 IR 1 45 6 0 0ok B IR B 25 & 310
DNA P4 |, 1R B 58 3Rik, 8038 5% o0

P EAEE—AS B R e S A A, e
U TS R R e /Y VAWl I N1 1B s S T )
KA, 1EE A% (Vitis vinifera L) H—1%4 N
Gret1 i Ty3-Gypsy #4537 FHA 5] T Vwmy-
bAT B I i iy HE P A b, B T XA S
HITJCiERIL, X AEE B 546 R G U VI SC,
FIL= A T AR AR A F A Ak RE
—A~%4°N Renovator ¥ ETCFH) LTR X & H —
Mazh¥, HEERS TRIERIUIEERN Pit 15 5%
/S U b T T W B VA SE IR SRR i O S G
1 T KR R S 10
3.3 MTEERZHUMREREATLTR

B JETT A AT LATEATL ) A 5 A0 B o Ak A B PR
LS SuR i S b A TR YIP S5 NS SrS E R ab o A
FEHFRE . XA R CTE 2R b 2
WESE, BN ¥ ( Citrus sinensis) A —Fh MYB
S SRWE AL T B AR AR 4 Ruby, B &
LHAVRE S AR N A IR Y, AF R B X I
A—NFAUTF Ty1-Copia Wi G e+, PHPEH
5 A% ( Citrus sinensis “blood orange™ ) f# = 4=
T R, TR A Y R AR S 5 T
T RBOEHHE RN EE R, B EKD b1 BH
Al DA sk IR AE S R G i, TEErs
— AN FARA T S N SRR R, B
PSR H B-Peru Fl B-Bolivia 7y Wi {5
MBI 5, B BoR AR B M
( Pisum sativum L.) i) SBE1 3£ [H 4h i 7 Fh 4 A —
A~ 0.8 kb By Ac/Ds FIGRIFLHETTIFR | 2xii %
FEPR SO KIRRER . JEM G 2B, Bf ek
A% TR AT R A S v Y 2 MR R Al
TR A

BEAb, A 32 58 D 2 X 2 JBE T B TR A 2 AR
By BERI R RIE 7 HE 52, 15 75 DNA B kAL
DUERS MG E TR, PR | & S gs 8 TP i i
Yo, iSRG TR TR B, B
TCHAER BRI I, s B R ds | sk R 161
Fn] AR By ) 55 Z2 0y 1 ¥ ] s S R 2Rk, X ki
FERE I A SN 2R T 32 TR

4 FEESTHESNERARL

R DR2H B ke R e 25 2 3k 1 5 1) 4 A
71, SLFEHES) TR ALEL A AL, TTRE HE ST
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{FRR SRR ) 2 PR 21 A5 A U S SO P A 3R
FEEH S BT T L I A BR IR R
PG TR, i ] S e e ) R e ST A R
BLPE DUBCR B W BN 55 E TC A I “ J 27 DL 28 AR
RFAEAY R IERI R 3 hnah oy Ry i)
ZREME | WESRIAEEIE N M S R AR

XY, 5 S E R T G+
R P2 PR SR il A5 S A I T A X R R A
FRAS 52 ) A BH 5, AR 7 35 P ) B X PN 1)
e TR S B 1] P R A A e UL, R A
HHBL, AL, HYEEF R LTR %R oo ik 5
i 1 2 S A I T 5 R O TR L RS R i
Wz—, BlnE kBt 75%3 N4l f LTR 25585
SRR TRIRLY , N i LA S 56. 9%, i
Mk ( Gossypium hirsutum L.) FIE YA ( G. ar-
boreum L.) 43514 60.8% ., 72.3% LTR 2% i
JCUHFEAE TR 4L,

SR RE OIS R S R 4B AR St 2
Fh 445 8] TUESE, EFEA25.7 ~ 0.61 Ma, #il
&4 T JLIR LTR 85 e T (48 K F 0k, Xt
Fade A L4 (B AR Gossypium herbaceum L. |
WEPHAR . AEEER L) 8 5Kk F Fh 245 08 s
WTEETTE®; fEME4 0.5 ~ 0.3 Ma fuHE,
Gypsy 2§ i ¥ 5t %% ¢ -+ Daniela, Sumaya il
Sumana SFE MK, HIESHET B (Secale
cereale L.) R4y ¥ ik '®"; EIL 3 Ma 1, K
T QMR ARG O. sativa () EF A I 2 B AR5 h 5
D1 IA 90 000 (1 3 AN LTR S 5t & A 17kt
Pl HESHUKREE R 4R e
Hb, BEFEN GLE A B /N A G B T S [ 454,k
IRV 5 A1 2 A 0 G € 0[] 1 2 45 4 A 5 e JBE T
RT3 VIA G, SRR R M 5% BT 5 5 4k
T 2R IR A R Ra e

g VAR T A o) 5 DR 2L 1 s i [R)RE SR 1 2R R 4
TR, FHEA KNI LA C kMR, BEY
T AR B C 7 I 5 19 DNA & BFSE R B, JEH
HKNG A YR b Z R A A G, BT i
“CHETER™, MK, HEaraR SRk
AINEIREOCER, XM C HIFIE” BB L TR
Wi, PR, 24510 )5 35 2 W5 K 41 21 43I 2=
(subgenome fractionation bias ) '®!, i ¥ % 5 41
PP 2 24 nt K/ RNA $lil T % i T

PRI, 3 AR FE N IR AZ R, ETT AL K 4
FEFGRIG I T 26 51507 XS SLE I T #
JUIHEAE Y R N A R G 2R

5 RE

0 2 JRE T AT AN T IS DR AR ST S 7 R PR 44
ERX RO R AR ] T O E BT
FR) < B IBR” A2 B S5 DR AR PR 9 4 19X 4% A1) 2 i o T
Y TEEMAE, TR R ERY R T
SRR, FEALRY 5K T W TR, ARk
) YRR A, AWEATTH YK reads
WU AR W A T JRE T A ) R R T R i s AL T
W6, SETH e o IR O 2B 2 31 T 2
BT 2B, AT R B PRI 5 38 2 7 JE T
2 5L AR A TR A5

B, BRI T BT B8 M AFFER AL
WG BETTAF R ok ut,, A 43 AR Lk T
Y KR B JE T A . L2 i A i DR A A S I
b, oI 1 A 2 R S B0 AL R TS
SR AR SR BT R, X T B A DU
WirFF 238 B JRE TG ARG T L R, X R
YRR &, PR W T 9B T U R L)
P AR R HT  EE RA F5 2R A X
BIFHHATING:, WEARYFEER T, Hitk, $#2
o e VA O RN P R A R R 5 B IR R S R B
WE, ULAh, BR T ARE T % B T4 800 % 19 DNA K
SR, FRATR T LR R EE T 1 ) RE R
1y BIANfE S AR RIE R 0 vk, SArTEsE A
B 2T tn 24X 7 #L B9 I (Arabidopsis thaliana
(L.) Heynh.) . 7K %%, K & ( Glycine max (L.)
merr.) ZAE Y A 24 nt-siRNAs Z5/)y RNA Xif 5%
JETCIFIEAT S 4L 28 0FBUAS T — e b o
T o — A EEMG T 2 YIRe R, e e
1 NE A8 & i O I ae <3 IS o e N B T
B, RIS E T T B T SRR Y A4k
WX ETT A 5 5 Y B AR AR AR A T P
PEA XK, IR TSR RE? XLk}
2 [ R AT 2 A F A A 2 Bt VAR G A o 5 0k 1)
PR,

Rt 5 WE 5% ) AN IR A, 70 4EHif Barbara Mc-
Clintock 4 i 4% BE ST BAT PR 4% D) R AR X IE A
ANWIREIESE T ) AR R FRATT A7 ZE AR L S PR 4 v
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B PRE U AR TR SO o i, R DI BE I 245 B i
Wi, VAT A i A s e B e, S
Wy BRI IE IO A AT SR, A A T 1) [ A
SRAEGFEIS, SOz s AR LA A E L AR
Or T H AR

SE Lk
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