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MARBENERZRE, B, 445 TEs KA B L Fw, DNA FEAHIA A A ITEK TEs 69 7T 345 R Ik AE 154
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On transposon silencing and DNA methylation

LU Yaping, ZHOU Mingbing
(State Key Laboratory of Subtropical Silviculture, Zhejiang A&F University, Hangzhou 311300, Zhejiang, China)

Abstract: Transposable elements (TEs) can be moved by means of transposition or reverse transposition in the
genome of an organism, whose copy number in large numbers is an important factor for genome instability.
Therefore, it is the direction of host evolution to maintain TEs silence. DNA methylation, generally considered
to be a heritable epigenetic modification method for silencing TEs, plays a role in the maintainance of genome
stability, genetic imprinting and the regulation of gene expression. This study is aimed at an overview of the
impact of TEs on the evolution of biological genome and gene expression, a summary of the latest research
progress of transposon silencing mechanism dominated by DNA methylation, and an investigation of the
mechanism of environmental factors that regulate transposon jumping via DNA demethylation. [Ch, 4 fig. 82
ref.]
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% (transposable clements, TEs) ¥ XA BEETEA YR KL R 4 th A% 3 ) DNA J$51, BETE[R]— 4
EARI AR AL 5B AR Gk Z BN, R FRIEMIEL KRN 25, TEs & AR %
FINNEGANY B IR AR5 TEs 14 J3& v [ (AR JE LR 3 JE 1534 1 28 RNA #% ¥ (retrotransposons) I
I 2% DNA #%J#F (DNA transposons). [ 23 3 RNA 4500 5 Hil - kb G i3 AR R 857, RNA F5 8 1k —
0y R KR v E 2 S S S 5% RS F (long terminal repeat, LTR, HL#K A PR 5% S 7). JE
LTR /% ¥% 5% ¥ £ ¥ (non-LTR), PLEs(penelope-like elements), DIRS(dictyostelium intermediate repeat
sequence)™ . I1 25 FH 55 UK U5 HL il 14 hn#% D1 EG ), G036 A 4 ) 1a] 52 & /3 51 (terminal inverted repeat,
TIR)., 474 5 [n] 842 [ 51 %% ) ¥+ (miniature inverted repeat transposable elements, MITEs) il Helitrons™, H
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SRIEPE AN L AR 2 TEs FE A R 250 0 LR & i BN AR R, 76 R — AP i R 2 TR A7 e 22
S BEFER] . NI —2F0 TEs, Jirp RNA S 729 429%™, LTR SR T2 8%
TE/NE Mus musculus FINZERFEHR AP, KEFEZITHE (long interspersed nuclear elements-1, LINE-1) K
2y 20%"; /NG Triticum aestivum F1 /)N 27 [ K3 i BL 8 Blumeria graminis 3& K 2 H ., 90% IF) ¥ 31 J&
TEs!"Y; JKFE Oryza sativa 55T 1) 20%~40% 1, 1125 DNA )8 TS EHEERE T 125 RNA BJE T 4 1%
PLEM HiH LTR 29 14%, 1 non-LTR G HET-H HA 1% 75 £ K Zea mays FEHAIH, TEs & &
ik 85%, Frp LTR ST FI A TEs S8 5 oo 70% F 159%™, °H, TEs X 15 A RZH
e sEm . BN, TEs B4 AP H & @542 4 4L Ipomoea purpurea TE NI T A AL GRS, BTk 1 ] fit
VEBERIMEAR o I S 2 AR 1O LB B JBE AN AN AT DA 7 AR R R SR 2T AR (W IR Citrus sinensis™, i ¥ 6 45 7
% Vitis vinifera"™ R Solanum lycopersicum” SR SLEEFIEIR,, LS5 E TR nEA LY
P, RS E LSRR A B, IR E, AT LURI TEs MBS 75 S5O 0 & A48, DOm BB 1Y
MLER, FHREIRIFY S k. Sk, T TEs 2w mgifiR A “ ki DNA” o #ilin, LINE-
1R N 2H rhe— 1 B 56 ETTi, BB U 28 I iR, JF B S B diks ol or 24
SETE N AR ZAE MR, N 120 Mgt L 5w A2 i T LINE-1 94 AT 5 1R A9 B, HHE DLEUY
B4 0 2 S BN R M B IR e S R (APC) iR B ) R 58 AR AT B &R N 8 B 9RE (colorectal cancer,
CRO)™, ZmNACT11 PR ZERF TR B i A B G BERE [N, MITE 5% )31 (44 A 2 N ZmNAC111 /Y
ik, MG TRy i+ U g s e, 7e/NRAEFE &b, TEs B4 s SBOURFR, Jf
AP HAA W) fris A RERY . TEs 4 AJE A RN IR L R i The, i HLX 4RI 3L N i 3Rk A
WS, Xk 3G 2R AR PR AR B A SR . AW UL, TEs 3% RERIN 118 F R ke, W
P8 116 ERIE F R A M 4%, Rk, TEs i 5 2 24 & 2 A R s L B m AL i g8, fian,
DNA HJAL . Mt E M . /N RNA ML ks . DNA HIELE &S B EY T 247
TEMILREF TEs TUERIN RSB AL B T2, Adm K AL . Zide HRRAL AN Y 5 3 KPR, L zh
FER A FE R CG AT IRIT 5 35 19 i mz e F 384k, i DNA H L5 R i 1(DNA methyltransferase
1, DNMTI) Fl DNA H! 5% 5% lif 3(DNA methyltransferase 3, DNMT3) 4E 5, #i# ik LA CHG H
CHH(H %78 A T 8¢ C) MO mgmE SRR A A BEAEEY, JUDE i 5 DNMT3 AR B A 30 R FR R A2 1 1(domains
rearranged methyltransferase 1, DRMI) #0135 & HE H 3 % #% fif§ 2(domains rearranged methyltransferase 2,
DRM2) #4E, ABFFE ISR T TEs Di#k5 DNA HEALIC R, FURSE T LL DNA HIEAE S 32 (0 5% s
FUUERBL BB s b, U994 T AR5 R R ik DNA 2 B b 2 J3E Bk BRI AL 3L
1 TEs % #& &

TEs JLBRAF ARG . 43 A0 EI 3 48630, ORFF TEs JUBRIE 7 52 DNA HAL | #0 vd 8 g
Mi . /N RNA &2 DL s R IR . (1) B, 78 B oRFIEHEAH, mCHH H AL 5 5 0 i A BRIE
DS UURREG e -2 ], 25 WA 2 S BOTUBR A e e T3R5 198, RNA 4529 DNA HJEAL (RNA-directed
DNA methylation, RADM) BE & 4k R 5% 5+ A T BREY, mCHH H 384k & 62k 2 380 CG. CHG &2k,
[A] i I 9% TEs 364 (il 1A). DNMTI1 7E hNPCs (human neural progenitor cells) 4t DNA H 34k, i i
CRISPR-Cas9 £ R 2k DNMT1 J&, ‘330 CPG HUHEAL/KFREAR, B0l LINE-1, #E— B850 SR 50
AR, ) WM B B R D — A DOER TEs iR . 85 N 48 1 H3 2R 9 Al
27 B9 = H 4k H3K9me3 (histone H3 Lys9 trimethylation), H3K27me3 (histone H3 Lys27 trimethylation) fit
Wk TEs, MORC2 #E 1 Fil HUSH (human silencing hub) 578t ik F#H4F 441K LINE-1 454, 554
1 H3K9me3 &4, MIMVLER TEs(E 1B)P, sKFEAY H3K4 F5 PR B JE A& 1 IMI703 A5 H3K4 JiiE
FEE, 4 IMI703 35 PERZ B2 T, 340 H3K4me3 B, 2 4~ LINE TR BIE %807, (3) /I RNA i
12 RIRE S UTUER TEs A 8045 . AT(alternative transposition) 7= 4= i) CIs(composite insertions) 1] ) ] & il
B 5 5% 42 i dsSRNA(double-stranded RNA), % K:[A PI-WW-ID1 1 P1-WW-ID4 |- &4 21, 22, 24 nt
(nucleotide) siRNA, #XJ5 siRNA /i F £ K Ac/Ds % i FULER (B 10), X2 H IK$EH TEs H E4FHUL
#RE¥Y, RNA 5 Piwi (P-element-induced wimpy testis) £ 1A B./EH 455 1 1 piRNAs, Hsp70 #1884 12
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piRNAs A=W & M R E 5 5%, 16 50 Drosophila 'YK, Hsp70 18 8 1118 32 438 0 30 5 5%
PiRNAs f& BN, K TER: 545 K 44N T TEs f36A0Y, (4) YL iR 240 TEs BYUTER [F Lt R
L, Y i W AW (chromatin remodelers) U 45 CHD., SWI/SNF, INO8O. SWRI1 %, ‘¥ fgF|
ATP /K fif (0 BE 5 7% sh Bl ¥ 20 A%/ MA . DATIEER TEs( 1D)**1, SWI/SNF ZK % SWI3B 3 [i] HDA6
(histone deacetylase 6) 34/l H3K9me2 /K°F, {ii#k TEs, [FA}, MET1 fl SUVH4/5/6 115 514/ H3K9me2
DL} DNA H AL 4ERE TEs DB,

A > (CC) @M po GG B
Yomm ¥ — Y b Y
e | o] 1
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ik
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CHD INOSO l ATP.
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A. FR K mCHH H 34k 19 32 26 R 530 CG. CHG W #:4k3iz4e, TEs #hn#% I %¢PY, B. HUSH & &Y i
MPP8(MPHOSPHS8). TASOR. PPHLN(PERIPHILIN) #H /&, MPP8 #l TASOR W 3£/ 2 MORC2 % |1 55 LINE-1 4%
4, HEH PRI TESPY; C. TEs /377 dsRNA, )5 siRNA /- S/ HAL TSR TEsPY; D. Yefa i imE
BRI ATP - A% /IME L S, TS EL TEs kMY

B 1 TEs &gk 42

Figure I Mechanisms of TEs silence

2 DNA ¥ X Ab{E TEs J12

DNA H JEALTE TEs YU BEH C AR ZF 98 UESE . AT Phyllostachys edulis ) DNA H 3E4L 7K
283 AL IR S-S A0 A y SRR AR RS 0 SRR, B L AR TS 1 1Y MITEs 8% %% )%+~ PhTst-3-
79 PG JRE AR A O A X A G N, O HL DNA LAk F Ak 40 70 e B R y S 4 R R i s
MR M, TEs A5 5 R B 2 38 in ™), ZHOU 45 M9 % 52 i BAT 3 H 4 4 K& LTR I 3% sk 3% % 1
PHRE2(Phyllostachys edulis retrotransposon 2) 221 i 7% X (ABA). /KGR (SA). v Seib ¥ g, H Rk
B AL, R DA R

3 55 J5 FE I UTER (post-transcriptional gene silencing, PTGS) A RDR6 & A HY X EE RNA Miltlh, KiG
1E 1 DCL2/4(dicer-like 2/4) /577 4= 21~22 nt (nucleotide) sSRNA(/K 2A), FH5E DRM1/2 77 A= 5- 3 Jifd s
E (SmC)*, Hrr, 21 nt SRNA 754 5 J5 /K F-F1 24 nt sSRNA 1655 5K F-45 5 TEs P2k, RADM 214
Wi 4EF5 TEs UER A EEAHLHIYY, RADM J& 1 RNA B 4 BFIV (RNA polymerase IV, Pol IV) /-5 RNA
s lf, HOB RNA 9 RNA R4 B 2 (RDR2) & BUAUE RNA, 4R )5 X% RNA 7 RDR2 Fl DCL3(dicer-
like 3) YEFH T, F#fi# M 24 nt sSRNA, AGO4/6 (ARGONAUTE 4/6) & 15 24 nt sSRNA 454, f2 i DRM1/2
5 DNA H 4L (& 2B)PN % i i 6 TAE Y non-CG F ELAL BT IEh, 7RG TR 16 19 3 NI B
Fenl b, Rt T 4B B R, 1 Y BOR SR E I UIER, LTR R T7E Pol
II(RNA polymerase I1) %2 5, 4 21~22 nt SRNA(small RNA)(IE] 2A). 55 2 By B /& RADM {5 &2
5, LTR #1403 /in, RdDM F [ LTR H 4L (Bl 2B). 55 3 BrBc A & RADM 48, Tiij&H METL i
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A c

N a0 wmwx

X, AL 1/2
3 = gy
A. DCL2/4 Y]] RDR6 4 i X4 RNA 7224 21~22 nt sSRNA; B. RADM 4319 LTR 2 7% B 7 34k ; C. METI.

VIM 4ERF) CG AL 5 CMT3 . SUVH 4EF5) CHG HIEAL; D. RADM HRUCH I LTR B 1 HREALK P
B2 %46 TEs B 4 B

Figure 2 Four stages of TEs silence in tomato'*”!

CMT3 4ERFUTER (B 20)°7, 5% 4 BrBErp, UUERAY LTR SfE BTk 55 ERE ST, A FF5Z2 MET1 Al CMT3
MRS E, FRRITIRH: 5%, RADM %6 2 YO LTR S 4% e+ H 46 K1 (K 2D).

HILAL B AT DNA WA 4E R 2R 5 20, (B 04% TEs & M. fERREEE R4, Qefafh
SEALRE OsCMT3a 21 CHG HUIEAL4ESF TEs JUBK, HJET Tos17 AL BRAY OsCMT3a 5748 /K H BE AL /K-
ik, ZHHBTBT, 84> TEs G LA, Hrp4udh 1 A~ LINE, 14> MITE 48P, G 7K g 2 P 4 P 3
AR T IR ICER TEs BIBESEH, 75 DNA HUEEFERLHE OSMET1-2 4l A kB, CG HIBEAL R
T AL FE A $E U1 LTR 5L ¥4 8T copia-like 7€ N 1 TEsPA(1X 3A). £ #0F§ IF Arabidopsis thaliana 1, &F
RADM il # s E AR %L, (HAR/DA I i RADM il B4 3 1) & & # A28k . RADM 3 4% 52 Wi K Fe
TEs ik W FBUKFER B LA . OsMIR156d Fl OsMIR156j 5 /K Fi rP e 73 BERE DY, HOR 371X
181 MITEs # RADM A S H 34k, ] OsMIR156d Fl OsMIR156; 3P F35 , M I P2 K A 1 4 BE 1)
(1 3B)o X AERMB AL KT F AR ZMAR M Rk A B L. 73— UK TEs (Y G Hi B 1
KRAB-ZFPs(kriippel-associated box-zinc-finger proteins). 7F /) I & A F 1, KRAB-ZFPs 3§ 5 15 51
TEs, KAP1(KRAB-associated protein 1) {E by 4 B [N+, 7F 41 & 11 W 3 4% 72 [il§ SETDB1(SET domain
bifurcated 1), HP1(heterochromatin protein 1) LA & 21 2 1 % Z BEAL B &2 & ¥ NuRD(nucleosome remodeling
deacetylase) 551 T JE B il P G 0 o &5 44, 4+ H3KO9me3, #1469 5 P 336 5% 5% 9% 2 (endogenous
retrovirus, ERVs), JRJiG T 40l (embryonic stem cells, ESCs)KAP1 &kt 236 S 2 ERVs B9 1, JF H.,
DNMT1. DNMT3A/B #2518 ERVs, {HZ#FR DNMT1, DNMT3a/b J&, KRAB-ZFPs {588 4ER54a K
Z ¥ ERVs TR )& 3C). /)N RNA 242 7] LIESN TEs S0 5 A Psdt B A, - i il 4 20 2 A s i 1
T RIZNE P . /N ESCs 1, DNMT1 B2 F 30 CPG HUIEAL K- I 85% 5 20%, DNA 251
FEALE T TEs BO0G , X2 O AR H R LB A9 52 X TEs % 5%, #%82 M VI Dicer P1#] dsRNA, 21 k
AGO2(ARGONAUTE2) 5 /)N RNA 254, 3T endosiRNA(endogenous short interfering RNAs) f%) #1)1 il 1L il
TR A 0 1Y TESSU( 3D),

Jow I K126 TEs W IG5, #55 DNA FH ALK P2 YA OC . En/Spm DNA 58 4 5% JiE o FR
CACTA #1071, TELLINE N Raphanus sativus W1, CACTA %% ¥ = B2 WAL R BOLHE IR %, [
A R AT R A IEH RsMYBI SR8+ X3, SEOEH RsMYB1 FRiK T, FEmET R ER,
£ WE 5T 38 2 43 M RE B %, R B 400 2> TEs %3k F ¥, H #4945 HERVs (human endogenous
retroviral), LINE., SINE 4, £zif 2/3 (1) TEs ik FiRRIT-2 i T4RIE X 38 DNA F AL A 2 S 8019
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A. JKFG OsCMT3a & 4 %75, DNA H HAb )35k 5 2 Tos17. Tosl9. mPing, Dasheng. Osr4, Osrl3, DaiZ.
LINE1-6_OS I 8 ; OsMETI-2% 4%, DNA H JE 4k i 32 2K 5 2 Tos17. Osr7. Ping/Pong. mPing I i P'~ %1,
B. RADM 3& 72 L ¥R 5% 96 7 MITEs . OsMIR156d 1 OsMIR156j Ft [F 2k F= 3% M, P35 K RS 2 28 (L), C. KRAB-
ZFPs i }#%#5 & SETDB1. HP1 Joff, JERUEHITEY (o 45 #4012k TEs, TEs tLAEHY DNMT1. DNMT3A/B 4EH5 1)
CG AL TTER, 4 CG H S AL)R RA /32 TEs L5, D. 2% B %4k M TEs, #%FR N Y& Dicer 4] %I
dsRNA 724 [/ RNA 5 AGO2 & 145 5112k TEsP

A 3 DNA V45 ik g F 45 Ak

Figure 3 DNA methylation and transposon mechanism

LR AL AL b Xt CHG F AR SCREAE 9 KYP A CMT3 LN, LTR SOGE I 5 6 7E LR JE N i
Ja 2 F X DNA W REAG B/ T 1 32 30 25 HY AR [RIRE AT LU0 7K R S 2 JRE 100 I e sy JAE+ MIRL
(multiretrotransposon-like) ifi A K3 Hordeum vulgare 3E R4 J7 3l ¥ X3, 7] LI KIE R HvAACT1 A1)
ik, MR R ZHBTER R ERE ). (HJE MRL W3R AGE & FERES = 58k, Ik A MRL 5% )3 1
R A fe g R KA R PEC, KA H, LTR R EFMASBCE FER R0 EA, m B H i
il LTR B % e+ 00 b, Al fiol F /R, 2o/, Mamgng T EL7E 6= DNMTI i ifiG
T, RN TENM W 555 ERVs(endogenous retrovirus) Fi, X IERH DNA H R4 7E /N AT
2K TEs IF5E). 2R FUE Neurospora crassa Wi 1 2& TEs 7e Mg H IHAU(E 555 N AL, T
P T TEs B3R, 7EBE S0 Danio rerio 41, DNA fIKH 3L i RNA % ) 13811,

3 TEs #t 41 DNA B Z£ b i 407 4

DNA F L Ab 2 4 TEs X 15 77 A A H 52 W B A B AL &, (AAEIEg v rh, sE 4k b 3% B+ Hi
(Hiun) ZafiS PT B AL 1 VANC, L iH%k DNA H L DTBRAY TEs £k, XAMHLUTEREE 1 VANC A1)
DL SCH Ak, 380 TEs (938 D18k, 1w ELREAZIE X A AR i F 21 /N8 4A), SHTUTERE
1 VANC — #1755 KB AL 1384 FOREG E F 4B 8 11 TnpA, TnpA /5 F KRG F Spm DNA i FH 3
fb, XJEH TnpA 454 2] Spm b, 7EMHF SLIR Yy ABE FF LG9 2 5 1 1719 DNA & H R4 4B).
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TE $L Bg JF ', Harbinger 7% & 1 4 15 19 2 > 25 A & ll
HDP1(H arbinger-derived protein 1) Al HDP2(H arbinger- _L 1YY
[t S|

derived protein 2) 14 1F % FR3k AT LA 4ERFR H B0 AN ' ~_ #
I TEs nYUT%Ek, HDP1. HDP2. IDMI(increased DNA

methylation 1), IDM2% 1 & IDM(increased DNA

methylation) 2 £ [ £ Wt 5% % [ 52 G- 90 19 2 B 53 B
1 — 255G PR 19 58 728 5 2 T v HY 3 Ak K SF- 52 _T_& 1YY l|
| Bl |

TEs (11755, HDP1, HDP2 245 MH T ATITE46455 ~_ &z
ATITE36115 F1 AT1TE35325 B3k (& 4C),

4 £ 4 A & A 18 38 1R 5 DNA

35 {L 3% TEs vy !

L

HE WS AR A WM 2 S50 DNA 34k % 2 i B ol bi
A5 B, SRELRAEES 2 S I R A 4 S DR 4 1Y ~N_ ’
DNA 564k K SF % AR 25460 78 CG X RREF 5 -

il B K S N, (B 2 S 3R OK AR
I AL AKOE AR KRS TR 2 Eha i, £ Rk A. HIFLTTERER H VANC T3 DNA H%EF'%; i
) TR20 B W DNA LMK I TS, THIHAE gy e e et LR
IKFFRE AR P 3LALACET S A 75 T3 MY DNA C. HDP1, HDP2. IDMI. IDM2. IDM3 FIMBD7 4 IDM
HEAEMR A T 20K S Glycine max 3£ [F 4 DNA 2 H J&
LR ROS1 #l DML ¥4 /inakik, ML 41 DNA
SIE v G A

IEE i 2 FEAIC DNA F 3 1b/KSF, v B S TEs 006 - FH#EE 2 A fiT 42 K flg22(flagellin peptide
22) Wb FRPIEE T, & filk DNA KH 34k, SECRLE TEs #3230, ZEMAE Gossypium hirsutum &
PRIZH A, i ee 53 DNA H B AT BRI, R0 RE BE S 9 TEs #irs 38 m+ DU, ZElmi o
FRE T P20 B (vegetative cell, VC) ', HI 48 H S S5 Sl b7 8 & A LW 34k, DO s
TEs"™, HZH IALF] S-azaC AbFKFERI T )5, P40 Dart1-24 DNA 5555, [RIRFI0UE 1 4% a5 DL Kk
PR 5 XA AL IR L P EAL 3™ TERERR AR B = pY IR, KAE S 41 DNA B KPR e 7
TEs H R 281k, ZE80I TEs 77 1 R ERTEMVER o BERR LA R R I IREE5 S Ak, DAImTiER
TEs®",

B 4 % T I3 DNA ¥ EALA-F-69 05

Figure 4 Transposons resist DNA methylation-mediated silencing

5 4iE

pes

M, TEs X 16 EAMENSEH T TEs B ABIA R 2h 7 X N XK, SECENAERE, UL
SUERE . A B SFREN S5 AR R, 1% TEs AR HEFRp RN AR E e AT 2 X,
DNA {2 i S W b A i A8 o 3k SR A IR 4% TEs ek i ae BURT B, FEIA 2 2 A WLIE DR 21 2 4 PR
MR JEHES) T DNA i iFse, Horf, DNA HEE R ik B Z A9 ENLE 2 —. SR100, DNA i ix
M BAATREN, SRS R AP R P Ar /a2 570, JFH, DNA ORI
FREME 2, s B AL A 45 4 A B D B BAE R TEs Rk NI, 5 DNA AL AR ¢ (14
FIHE P A VE It — 20 B, AT AW % DNA HUREAL IR 45 TEs FaBpbLl . A=Wy alal A= Y a2 2oy
FEAL KRR AR DL b 323 25 6L 13 TEs, TEs #kHT i DNA FEEAL A S RITIER, 4t 1 140 VANC,
TnpA FELUIREH, f27E DNA [t SE TR I TEs % DURT %, i 327 3 A 0 Ao 78 o B e 2 o 058
AR SRR SE N AR E , TEs BRB N R BIASEN AT E B Z N R, PN 1155 DNA HIEELK
VR, HE— D52 TEs BY4i% . DNA HIEEALAN TEs Wi b BR58 K7~ B9 BAEALS] LA S e &8 57
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