)) )] EFES LR R
Progress in Biochemistry and Biophysics
' 'J2019,46(3):221~237

www.pibb.ac.cn

EHmIRNA S 5 EM K SRR TR

‘}l%f'ﬂﬂl)** foT gty

;/hL\I’Z)*** /f%ﬂ%ll'él)***

(D BYIR L SHFFERE2 e, AR RIS G B R SR %, I 5180605 2 BRUIDR e A= W07 BB WFERe , Rl 518060
DB TS, DER T RS RS (EW) ARE) B9, 3II1518060)

WE MY microRNA (miRNA) JE2—RKELN 20~24 nt B9 N IEARG IS/ RNA, BTl i 705 585 KP4 R R

ik, EAEYIRERER .

B RN ERSE IS I 5 i R PR O miIRNA KRS . oK. RUSEELFEYNKL L

PR EE TR, 7eet RAREY IR EHATFE RN HIERE . A SCE AN TS5 R 2R (kR 48
W MR E RS R miRNA SRR EAE, [FREESS T miRNA 2 5EYMER e B E 5T kM B,

HAFE T miRNA FEAEIPEAR KT RIS

KA microRNA, RAEY, NG, MR R
FESES Q94, Q944, Q945

microRNA (miRNA) J&—RAESHY )iz
O3 B BE TE 20~24 nt 2247 1 AESifi% /N RNA. f5 i
% B miRNA 2 i 3 K 2 2k L (Caenorhabditis
elegans) W lin-4, BRI 24 nt)/NRNA, B
% 5 H A KL lin-14 mRNA (1) 3'JE 4 5% X 51 LLE
SEAHAMYIERSS G IFMEI R A RS R,
TR 2R U & B IR A AL 1 RS SO s
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Fig.1 Biogenesis and mode of action of miRNA
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HAFBOARG THIY AR | G2 A5
AT IR, SHED U TS o Ao
AR, BRI B E R SR A
Jra B AR LR T miRNA TEVHEEI MRS . 1
W, FFRE . RPRR/ N B SO AR Dy Y
BRIt R, B4 T H A JLAIF 5 miRNA
Z 5P ELEFB, 28T T miRNA 78
SR AR PR R R TR 5, B 7ERES miRNA A
RNV TR, et RARVEY MRS R
WIKIEFIHNER .
1 HAEmRNASSEYERAENEE
®E
1.1 ZEPHERXENIRNARNZ RFNEE

H AR YR PR miRNA LUK, R4 B
miRNA # % 5 MG IUE . A4 miRNA 19 % IR &
PR EY IR ST, L e DCL & M
SYUI = DL RS sh i b & B £ AT miRNA 54745
LTSI L ARE PN 50 HT, S SAE R AEY)
oot IO A E o — S b R SF
miRNA "3 CSRIfT, T 2 A 4t 1Y v B i 2 1)
PRSP A A B AT AR K R BR Y, ASGFERTHE
310 FLF 2 W Rl e S PR s AR R 81 A5 1) miRNA AN
RE B AT A5 A . B R 3 R R ) & R At
W, V298 4G R/ RNA SCE il ey 3 o
FE T, ARKAREHE S T miRNA %556 (19343 1
ST A 1 B (1S AR e o N (- = B )
miRNA, HIF57 % 3 1 4 1 T KOR[R] & & Ao 0 e
(/N RNA SCIE, $E4T im0 3 2 07 0 A 4 5 31 98 A4~
KHER) miRNA Y T 0F5E 5 T 5038 A8 G
miRNA, XAEY) AT T 2 A b B, 38 2 857/
RNA SCHE R e id it 7 534, 15307 G2 S
- B30 T A2 0 S A miRNA B BT, 7EJLRAE
Y K24 2 560 4~ miRNA F12 063 i~ miRNA
FIAT 29 %2 B miRNA 358 2 18 o 310 ) HE A
FEH Rk B HEDIRE, PRI miRNA #3546
FEARH FZE . miRNA S R 1) 450 F2 B2 I R
fift 20 B 4 fer Al 5 DU P B E 5" RACE (5" rapid
amplification of cDNA ends) [ 77 1 56 TiF I 3 PN #
SYYI G I 5 SR 5"l 1R PP R AT B4, H A
05 1 HBE S 20 miRNA i 3o 75 5 97 11 =X 4 1)
OREEIN , ANBEFRTS B miRNA i 1 R0 i A
B ] AR

Tk, A RAEY rhIR AR 2R miRNA /Y
Y e AR AT DLd o (SR A TS R

H T A W P A TR B 2 A E AR b s R SE
miRNA, “ET7EA [FAEY ) D) R8T BES2AH LT .
W miRNA396 7E40 g I+ Hh 00 I R A K 45 R 7
GRF, GRFfigY5 GIF HAEFE R 41 i miR396-GRF -
GIF M, MR E KR A B IR ™ . 2
R IT T R A R, EKAE T R G SR T
GRF4 ) 4% 15 % GS2 (GRAIN SIZE ON
CHROMOSOME 2) W.figt 9% miRNA396 ¥ 1] . 7F
— PRI AR R, GS2 %5 SEARYE miRNA396 #1 [ fiY
DL R T 24 BBE ) A AR %A, TR REBE I
Y1, 2R BOR AR R R B I A
B B AR R —ARASF A miRNA 76 [5] (RAE )
WAl R A ANF MY 6E, sEZ M IEE . 6l
miR166 7E /K f th 5 8 F2 B 1 i M e 5 1 R Al
KA E R P A T MR R F
miR156 B T 2 5HY) BRI, 025 T4
R S5y T R A R )l DL B
12 5P MR B miRNA K HH0 I R R 7 2
i I FE PR TR Bl R R A st e T Bl A T e — 2
RS AT .
1.2 miRNAZEEMI R EEFE
1.2.1 amiRNA (artificial miRNA) F%A

F) H amiRNA £ A, 7] LLSE BG4 A€ miRNA
FEREPI AR N HE AT 20 B 3o i IR B 2 BURe S 3R
ik, A H D GE S HE A B} . amiRNA £ A8
i & i K R 1Y pre - miRNA 7= 4, Ff miRNA /
miRNA* 7 5185 48l i X6 107 110 % 8 11 5 (L P 1
{H 2 1 B4 pre-miRNA [ ZE A 454 . amiRNA H [
miRNA £ J7 51| 5 #0 3 [K i mRNA J37 51 5 45, 1
miRNA*5% FVE 2 - miRNA/miRNA* — {1
ZERRIRSRAGARTR], 7 LA amiRNA Fil miRNA ],
3 Y UR ) miRNA 3 48 % 0 35 R R A Ttk ) . 3l
1 A amiRNA 2B 22, B H A 54T 9 miRNA/
miRNA* 7 51| B 4 54 BT 0 52 1) miRNA/miRNA* ¥
G, R NI FRIR G S T el 2R SRR A B0
FIK 3 pre-miRNA 335, AI LI3RTS miRNA i &
FR N LR R A RE, W F5Y % miRNA
(42 )2 T RE 25 5 LA . X miRNA #4713k
0] DA 2 SR FH 8 2858 18 3l F 829K 5 miRNA
MR (pri-miRNA) #47, {HH FRZ miRNA
i H R — 237 & B miRNA (R FE5 A%0, I
H miRNA R4 () 2 15 A A AR AR LA o e A i
J¥, FTLk amiRNA J2&—Ff s R PR RS if i 1o 1 3¢
5 miRNA 9772 . {HS2 amiRNA 195 FHEA —E 1)
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JRBRPE, AR TS miRNA BIA S 3235 7K AR &
FERLY B 2R B AR, i 1R85 T gEXHES)
WA A . Y340, amiRNA FARTEE Fh b i 1
A —EMRRS, T F AR miRNA AT R824
R SRR ZN IR S, ITARE A B A [\
fF, B F—FmiRNA A A ZFIhaE, 4Rt
PR HEE miRNA A RE S R P A Z R, 2
AR H AR Z A AR . SR AL 2R SR )
T T RA S ST H B e R A
IO miRNA #1747 5 26 18 0] RE 208l /N S 4658
X HEI LR e, DTN BRI 1 = 1)
1.2.2 B

5 R BB bR AL (short tandem target mimic,
STTM) A

STTM 4 A A AE FH I B2 3 1ok A0 R 7 471
254 miRNA T 38 B miRNA = 2 1 AR A LD e pg 4
i, AT FAARR miRNA X H: Py RO SE DR R TR
STTM ‘B 22 i K 2 100 nt (19 F Be2H %, 4045 9 4
miRNA 254507 5 LA SGE B AT — A58 2 AR
() linker 5 4, H:h linker 4544 2 1) 4k F5 STTM 4%
FRa E M EH “o . STIM #% it H, miRNA Z54
DX I 1 7 1) 2 5 i miRNA B AN, (BFEIZ T
AEXT T miRNA [ 5' % 345 10~11 MZ R i (B
miRNA Y] HE L B 02 5, Wit— A A EEs
miRNAJE B H MR AL (bulge), ifSi%7 51 RE AT
DL 454 miRNA {H XA HE miRNA $1%], {#f miRNA
REEIE AT e o %I STTM BEfE s &
miRNA, JE N miRNA CHIREE A&, W T 41
H Ui B miRNA (9 5, [F B JRE 5| ke 45 & 3
STTM 4544 I i) miRNA FFA# , R 1o 72 1l 5E 2
SDNI1 “) /S0, M8 miRNA #1355 A (1)
ik T . B STTM 2 A Al LA [A] B 4 ) — A4~
miRNA G ZA 61, 5ol i F 3R T4 ok
(4 0 R B> miRNA B8 5 1 R o A48 O B I 1Y ()
RS X 2o A T AR S ) miRNA B 2
WERCR, miR165/166 7 Al LI STTM AR A
RGHATIUER . tbAh, STTM BB Ak, 0 )
() miRNA FMH, 1 8 miRNA $EEE K 3k KT+
B, o R A A N R A, REAE AR B
miRNA [ HARINAE . STTM B ik s/ — M feff FH 28
AR R BhF, TEAED LR KA 4 A K TR AR
AEAL EUTER miRNA MFEFT s STTM YRk E ikt
LMl A U SRR R S el R B R 8, 58
PXT miRNA F ik PR B IR T, SR EAR R AR 20k

AR oS RO AR — SR AR R ), T
T~ miRNA G5 4 B 51 22 [] J s 41 R i Ok
5P, A HZOT A DR AN K, TR 9
— > miRNA LG ) EhRE, I Al G S BUE Y Ak
KAZFHE W, AFTHRGEAR R K
I, FEBFFY miRNA 1 I e i 2245 A ] 2 Fhas 1%
B e HEARDIEE. BT, STTMHARC K
BRI HITE miRNA B9 U0, 80 1 RECHE )
ZRARAED R . . R STTM B AR DR Z
A A miR396, i Tl 1y SR SL H N s A
STTM £ AR UTERFU RS I+ o miR159 [ Kk, ehAs H
M 57 JBlk3 A R 7 05 R STTM B AR T ER KRR
) miR156, miR159, miR166, miR398 %, kA%
TKAEBIRRAL B i A B
1.2.3  CRISPR/CasOFEH 4t AR

CRISPR A FR A AR Y« RLAHE (1] B8 ) 6 ] S o
2 ¥ ¥ (clustered regularly interspaced short
palindromic repeats) , 5 H & B¢ & H (CRISPR-
associated proteins, Cas) FL:[A]ZH i T CRISPR/Cas
G WAL 19874, HAREY) R A H RAifER
AR I Tk R BRI Rl e A 8, (H—E
ATHREHIIE ™ Rk AL, XFhEE T
PN ZAFAE T AN A A, B3 2002 4547 IE
A4 4 CRISPR. i CRISPR 31 B i 77 16 i) 224
St P4, A 45 A CRISPR A JCSE I, |l Cas
L B JE R BIITST & B CRISPR R 40 52 b i 2 TR
) — BRI IE R G ME W R AR Y 2
AT LAARAS W TR AR B9 DNA Fr Boff 2 38 & iE L 2]
FIERGCIZ, SAE UG B IR AR, HihE
JE X % £ 557 CRISPR/Cas & 42 A5 = i 25 A1,
CRISPR/Cas9 J& T 1 &Y, 1 AN AL ph 5 2 2 F
Cas IS, WEEIBHIATT, 1 CRISPR/
Cas9 ZG A B —Fh Cas Bl CasO W92 5, #
FEfai s, PR 1Z . CRISPR/Cas9 F 4% H Hidik
A91a] 5 RNA (single guide RNA, E[l sgRNA) FIf
¥R N VI B G PE Y Cas9 FE H A A, sgRNA 754 RE
LRSI DL A 751, Cas9 2k 11 W75 5 A 4
55 .l BT SRR P 1) § RNA, % Cas9
HARG R RN AR E N E, Cas9 TR
PTG D) REfS DNA XUEE 2L, T 40 ML7E S s e 2
(Tt P v 23 3 U Y 28 Bl g, AT el R ]
Mgk, BRNFEFE mmERN R ZR
GEHATC S Zis HEEIT . KR, K. Fh
G MAEY R i, ORI IRCR 2
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PSR S8, e 8 AT LA i T
TFHUARAR G, BRI T LU A&
B, B R B ] DL L SRR A L [R] —A
miRNA A [A] ) GE05  TT g HA AN R R AR
YR R B LR B AR DIRE, F
JH CRISPR/Cas9 Z 4t il LUFE 5 M & X miRNA 3
PRI G B B B B A TS, X2 STTM HE R
LA . HH T miRNA 1551 46, KLk
miRNA 7£ H ¢ 51 I 0] GEME L5 11 Y 3 2 2% 14 1
sgRNA, FrA—E W miRNA 5 pg R
Ui DX I I 38 AV B TP sgRNA 7 55, 240
A S R G R, B2 E A A miRNA 7
G 2=, {HI3X X CRISPR/Cas9 £ 4t 1) 2 ik %
LT E A ER . H AT CRISPR-Cas9 AR B 224t
UE B — A 2500 FH R S B A ) miRNA (1) 5 28T
BE ™ ARG SR B miRNA ZEVEY) 43+
BRI A R

2 SHFEREYERKEEZmIRNA

miRNA B A K & & i f Y 8 285 N1,
Rk 2 O TE S Z2 I, miRNA 76 P8 # A AE DIk
(R H AL S EE A VE T . miRNA B HFIIL R X
YEYI B HRA 2207 TH 52, FE VR AR AR ) bk
AR JYE. . PrstERIE R, SRS T
AR S CHERER (F2) . 2R 1H5I1% T4k
20t SL B B E R S 5 R R AE Y R
miRNA S HHEEA
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Fig. 2 Effects of miRNAs and their target genes on

multiple traits of crops

El2 miRNAK EHERFITRKEDERE 2 A ER R

Table 1 Major miRNAs and their target genes involved in regulation of crop traits verified by experiments

®1 EXRWIENSSEEREDERHEZmIRNAK HEBERE

miRNA miRNA L A L/ Z2E R
PEEL7SILRERIN
miR156 SPLs KFa. N [42, 60-61]
miR164 NAC2 IKFE [62]
miR166 HB4 IKFE [63]
miR171 GRAS24 il [64]
miR172 AP2 IKF [65]
miR393 TBI, AUXI IKFE [66-67]
miR394 LC4 IKFE [68]
miR396 GRF6 IKFE [69]
miR444 MADS57 IKFE [70]
miR529 SPLs IKFE [65]
RAETE
miR156 SPLs K FK KFE KAZE. MR [43, 71-73]
miR168 AGOI i [74]
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miRNA miRNAfEJE A LyEe SR
miR172 AP2 KFE. £k, KRE. KRG, LG [75-79]
miR393 TBI1, AUXI IKFE [66]
miR408 T0CI N [80]
VAT
miR159 GAMYB IKFE [81-82]
miR167 ARF6/8 i [83]
miR1227 SMARCA3L3 N [84]
miR2118 PMSIT KR [85]
miR2275 CAF1 N [84]
PRI SERE
miR156 SPLs KHE FAf [42, 86-88]
miR157 SPLs et [88]
miR168 AGOI At [74]
miR396 GRF4 KEE [39, 89]
miR397 LAC IKFE [90]
miR1432 ACOT IKFE [91]
miR4376 ACAL0 F [92]
UEERSIES I BIER
miR159 GAMYB Nz [93]
miR167 ARF Nz [94]
miR319 PCFs IKHE [95]
miR396 GRFs P [96]
LEEGR RS ]
miR159 MYB55 E/S [97]
miR162 TREI IKFE [98]
miR164 OMTNs IKFE [99]
miR168 AGO1 PN [71]
miR169 NF-YA oK. i [100-101]
miR9654 DR733425 N [102]
VRS ]
miR171 ARFs N [103]
miR393 TIRI, AFB2 KHE NE [66, 103-104]
miR408 CLPI N [105]
miR1848 CYP51G3 IKFE [106]
VA TR I
miR166 RDDI IKFE [107]
miR399 LTNI, PHO2 K. Bk [107-109]
miR827 SPX-MFSs IKHE [110]
YRS G e 2
miR159 HiC-15 Liizxia [111]
miR164 NAC21/22 N [112]
miR166 CLP-1 liizxea [111]
miR168 AGO1 IKHE [113]
miR319 PCFs, TCP21 IKHE [114]
miR398 SODs KFE. K [115-116]
miR408 CLPI N [80]
miR444 MADSs IKFE [117]
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Bk

miRNA miRNA#LIE[N W Z2 R
miR482 NB - LRRs i [118]
miR528 A0 IKFE [119]
miR5300 NB - LRRs i [118]
miR6024 NB - LRRs G [120]
miR7695 NRAMPG IKFE [121]
miR9863 MLAI K [122]

YA HeAh 77 T

miR159 (K3 GAMYB IKFE [81]
miR160 (fUARAEK) ARFs KE [123]
miR164 (fUIARA KD NACI EV/S [124]
miR166 (%) RLDI Tk [41]
miR319 (ZEEREGE) TCPs UNEEA [125]
miR395 (il &hFa4) SULTR2 S 5L [126]
miR528 (ifEl k) LAC3, LACS EP/S [127]
miR828 (414K MYB2D i 2ea [128]
miR858 (LHREMZD) MYB F [129]
miR1848 /i 5 CYP51G3 IKFE [130]
miR2111 (LR TML kAR [131]

2.1 IAEEDHEE A mMIRNA

TP AR = B B UIAHOG , A R 5
YIRS fRsr . R TRRAEHES s (i
e ) DASRERIZE T . AT 0k Y i e B K AR
P, NATTRE SCT BRAR AR A B ME & . 7F BRAR A0 AR 7Y
H, SPBERUDELP ARG A EE s R HFF R
L, ZEHDIE Y AT &% E T e SRRk
RUFACIYFED, SCEERER M rp ) A — o E
TEAZ 3] miRNA FE 35 .

RAE ) B AR B S 43 ph Ly S
Hh oy B R AR E SRR, Fo SR B A K
W, eATME S R DI C . FEK R,
miR156. miR529 & miR172 Pp[a] 845 1 H 4y St
2 1 H Fh miR156 Fll miR529 i i # 7] SPL
(SOQUAMOSA PROMOTER BINDING PROTEIN
LIKE) FIEWMFEH , T4 KRG 0 5 B8 K o 37,
1M miR 172 W@ i # 5) AP2 (APETALA2) S3JHYHE
PRI 428 /K A 1 0 B M A 43 52 . miR 156 Al miR529 HE
KRB EERIG L, (LR AR, /N
B E WL, CAT AL A S T
ARG . miR172 5008500 C, (HE WS/
MERECE D, BRI R A N
miR156 57K fE miR156 4 F FHIREH, iz
43 BE K AN /NI BB /E R 2, miR529 Fl
miR172 W] BB E SRR AL VER] . /3 BE 22

ZILREHIIMIR,, 24 miRNA 25 5 5% 2e 3t
, {miR393 Fl miR444. H:rh miR393 18 1t 4 7] 1%
A K E Z IR KW, TIRI (TRANSPORT
INHIBITOR RESPONSE 1) #1 AFB2 (AUXIN
SIGNALING F-BOX 2), IE % KA i 4 BERL 1o
miR444 WA | 3 BE 70, HAHLHIZ . miR444 i
MADS57 B 335, i MADSS7 J& D14 (Dwarf14)
(I FEEIH T, 7E miR444 T =B HR LT, DI4RY
FKika L, MG KRG 8. 54, TBI
(TEOSINTE BRANCHED1) 5 MADS57 fiHAER 2
B#AR MADSS7 %t D14 FIR 6, i D14 Bk &
Wiz ik, TBIFEH AR KRS BER TR R 1

miR393 [& 1 i % 73 BESh, & 5 miR394,
miR396 55— 2 e £ . Horh miR393 3 12 ¥ )
TIRI . AFB2 3R WY SRAC, IE P4 i e
FA 7T miR394 A o #E [a] — > F-box & K LC4
(LEAF INCLINATION 4) fi ¥ & 0t J& £ ',
miR396 5 miR393 #HML, WiEWEM I, Ik
miR396 b 1 ¥ bk =y, B 7R K R A EE A 2
GRF6 (GROWTH REGULATING FACTOR 6) , i
b R B R RIS [ A T 2 A0 S ) 9 4 R A 9 A
H T 54y BERI e AR AL, TR B S A7 2
£ > miRNA A9 I 2 . 4 miR164 i@ i ¥ [7] NAC2
(NAC-REGULATED SEED MORPHOLOGY 2) f i
PERERY /N, 1t F 35 miR 164 2396/ R A 4 5 M kT
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RiPE R, T F A BT miR164 1§ 35 PR 481 1 5]
(target mimic) , 2% 34 hiFl K K okF pr = &
miR398 5 miR 172 WJZ IEPAFEFER AN, TLEREA]
J& . FEESAR A . Horp miR398 UL Bk Bk AR AR 15 4
AN, KPR AR RS AR MRS, iR
RN ZE AR, 1M miR 172 PR R 2 0 H i fliAR
J, AEFFRLEN AR 15 5 % 4R 1 miR156 5 miR396
HRA W Z AR AR T, B TR o O A bk
w BTSN, miR171 R kR ) 6
P T, fEE A miR171 Bk R, Ak
fb RSP AR > 0 55 hh, miR166 5 5HIY)
B OBy 8 5 . miRlee @ i [ HB4
(HOMEODOMAIN CONTAINING PROTEIN4) ki
KRR B B AR AR BT AY /1N, 7E miR166 3
INUCERARE R, G i B 2SR R B8 AR AR
AN AR ALE — DN E A TRIR, R R
B MRMAAEZAN T, B 2R 3 ]
FEHE, XL B A R SR G K2 2
A~ miRNA L [A] P84 . AN [F] 19 miRNA 1] G838 1 Pp[A]
YERSEEPUE AR R — R, [Fl—> miRNA
WTRE HAT ZFiDI6E, S 5B Z A AR TR .
W miR156 Al miR529 i it SPL H P R fE HEVEY )
Sy BE 1M miR444 W38 i MADS57 3 K] o3
BE 0 5 E S OCR . - R 24
miRNA [R5, o] GE AR Y38 i 24~ ik 48 Lk
AR, PSR EE AR AR . [A]—> miRNA
0 AT BB 38 2 A [ A PR 2k, T miR393
S50 e AR, L s
5 miR156 45 L [R]JA 45 (Y, i i 3 A MR 2 5
miR394 5 L [A] A 119 . X 48 miRNA 5 &I L L
PR — R A8 S 2 AP I 4, AN [A] () PR oA
M) AR, (T LT G b 3 1y AP SR
2.2 EEEHEHRMIRNA

e S Y R R, R — R G
ORI CE IR AR KA BT 0 A Az 5] ™
FEPET L X RPN AT BFE RS . A IRIE
FEfA R S5 FIFEES S, ikt 2 2%
EM, BEATWNERENGES MREES,
miRNA J&H ) — AN 2R 1 R EfE
YIE WA miRNA ', miR172 BB L ASEW), 18
ARG IT H H I R AP2 e s IR 1 29 miR 172 78
BRARKREERIN, ME TR R
B TF . k2235 miR172 BE S 10 ) AP2 B B %,
M FEAE A 0 AR R £

U RIKAR T AR A ST . LIOKFE )
miR172 N, Hd3a (Heading date 3a) F1 RFTI
(Rice Flowering Locus T 1) 4wtk G R AE R A R,
L, BT RE W {2 2E K & HF A4 . Ehdl (Early
heading date 1) & Hd3a 1 RFTI L0 1E PR T,
miR 172 & 3 3 31 ] AP2 57 1 09 W6 A~ 1%, 51 IDSI
(INDETERMINATE ~ SPIKELET 1) #1 SNB
(SUPERNUMERARY BRACT) WiFik, i Ehdl %
L, IMTFFBUNAR S R R IA T m, ik
FE B AE WL AT . miR156 21~ Z I HERY miRNA, &
FEREY R BEARST (5 B T IR ARVEY Y A BESL
FEVIE VR AE I A 25 VR . AE KA
ALK 3 3 38 miR156 B ¥k &R LRI AR A6 1) 4E
R AL FEMIRCRE i 3Rk K Y miR156
o 25l FLAE A GR 1 FE L T R R A SR R
miR156 WA ERAEIHGIER 7 %, Ui B Y)6e
FEREY 5 miR172 — R R ARSF Y, I B & ]
REAEAELTEDUER . ZERURE T, miR156 7E4h4F ]
() 2k A RAE I, T miR 172 DU I 4 4 . 3
it SPL AR i de (L8 SPLIEH, U AtSPLY .,
AtSPL10 fig B FE300% miR172 Wi 42 kA 4 0 4 K
REBHIFAE), eNEREARK LT LA A
HSEMIMER U B T miR156 FlmiR172 41, 7EW
R A A Y miRNA FE TR AE I F AR /E . %
ik miR393 MYZK PR R B T R AL, UiE
REf AL EETT . i, DIBR miR168 REAL il
ERFFERT LSS 75 fE/NZ i, 12363k miR408
SR TER V=it [T A A O 2P L R el B
R, 2 EEILENEZS 5%, miRNA
5B A2 2 R 26 2 H i seiRAs, TR
(7] — 39 b A (] s 30 2 #9454 . 4 miR172 il
miR 156 i SPL JEPR 1542, 43 BIAE Ry b 4 [
TR R R AR (] L SR e ) . Bl A )
A, miR156 YRR B FH, (AL
Kl SPL 33k /K V- Th iy, i — 203005 miR172 AT
il AP2 [ FRIK ,  F5e ZATAE P I A] 58 WL T AL . AN [A]
miRNA T8 1 #1356 PRUAE 1 8 7 25 A 0 O AE 30,
HReHE IF 5 A K & T B A L. W9 miRNA 845
AES R HILTRDCT B CRAE ) T 8 08 S ar AR AR K
JAMEA R L.
23 EEEMEEAMIRNA

WY EERRFHLEER A G, Y%
FE L TR P A SRR 2 —  (HEVEY & R oS R
W TEEA AT R ER, A2 E
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Y, R e m ey ny e " A E
SYPFR: AU TTHEYER T (CMS) Flast (&P it
AEH (GMS) . CMS AR . bR FA %
MIAHE AR, 774 T A E MR Y, S35
CMS W JE R TLR AR SE R A, (HETRK
23 Rf (restorer of fertility) FeHAGIEHE "2 . GMS
PRI H AR ARG, (HIE Rt K9t
JE 4% RNA 7E GMS & 2% )5 i 2 il 25 F B4
H, BRIREsE Y 1 40 M 5 Zoni iR ) {5 i /9 A
S CHET, A ST EE Y HEYE B P miRNA AR
S, Hrp—ANEEA R miR2118 ™ K H A
R, AKFRRDCEIN R EYEART (PSMS)
A9, miR2118 il # [m PMSIT, — M KBEMAE S
i RNA, 7=4:— £ 51 21 nt fY phasiRNA, i 3% Ff
phasiRNA 45 57 b F1 2L /E PSMS R AUk, Xt
phasiRNA ] GE/E T R LA, #ETT 845 PSMS. 7K
i vh o5 — AR M e 5 PR ) miRNA J& miR159 7
PERFSE miR159 520 T /KFEALZ R, fEKFET
i RIK miR159 = FEE AL TRIE, M5
WA . 715, TEKAE T %5/ 4 1 miR159,
B tae-miR 159 2 R HOUKREHEIEA T . Lt
TR, miR1227 FMImiR2275 1 g 5 /N2 i HEPEA
H M ¢ . miR1227 1 miR2275 43 9| 4 [5] CAFI
(CCR4-associated factor 1) F1 SMARCA3L3 (SWI/
SNF - related matrix - associated actin - dependent
regulator of chromatin subfamily A, member 3-like
3), X2AFEEAE G A RA K. CAFI F
SMARCA3L3 25 T DNAWBE IG5, DigeRiif
(UN/IE PN EAE R R % & e S U rla el N vt 3 i S U L0/ % 4 G
SUE R ST ™ Ak, bt K35 miR167 237
AL KRB I EE LR T B, IR AR K
Z i N [ ARF6 (Auxin Response Factor 6) Fl
ARFS (Auxin Response Factor 8) , Tt #lF 4+
ARF6 Fl ARFS WA 2 A1 #F 46 )7 25 (4 1 5 1 e
MRS E M BRILZ AN, R
P R BT — SR AT ZAREA MRS
B 22 7 R IK B miRNA, ENETEES S TEY I
PEE MM, W0 E K A9 miR397. miR601 .
miR604 ', /KRS miR528., miR1432 1), K7
A miR169, miR171, miR397, miR408 " 4§ . |-
IR T PER) miRNA FEARA SH YL & B HE,
MAEALLTLRES, TILE 21 ntif 2 24 nt )
phasiRNA ¥J7EAL) T R ik W4 A £ oKk
VK ARG H, 21 nt () phasiRNA 1E 48 25 080807 24T

WIS TEAE R B R, eIy 2430, 24 ntfY
phasiRNA I 5 A 75 90 55 22 Ak H 4 v, X &b
phasiRNA FH 22 1 30 52 25 R 252 21 4400 P 200 Jfd ol 2 A
PAAEARBCAR LB AE KT . FEHP 21 nt (1Y) phasiRNA
miR2118 fiil & 7 A=, 1 24 nt #) phasiRNA
miR2275 filh & = Az Y X miRNA #2 5
BT AEY R E M S Ko i miR2118 fiil & 7™ 2k
21 nt 1) phasiRNA € 9 iF B -5 7K F 08 5t i A Uk iy
FEMHEART HOE ™, HAL A miRNA W% F ML
H A AR IS AR ARG R, v BB 5 phasiRNA
K AWML B SR O, Y LR
(E— AR 2%, BARILAEAT ¢ miRNA
PEEMERRE AL, {H miRNA 76 H i i s 2
VEFIART] 200, 4 % miRNA W VEW & AL E
IRFFAFST .
24 AEREDTHF/IRELEZERmMIRNA

FhF A K AR, dlEl A rs i
A =55k, miRNA 7EFh T & & o Fe rp il %5 5
FLHIVER . miRNA 0] DL i Z g 2 s F 110 &
H, WES#S (ABA, EKZE., XX 6mE
). WEMA . BUEALTER . Bk Ak
A ) WS IR B 2 A FP T miR 159 RERS T
= ABA 155 ¥ 1E [n] 98 4% [N+ MYB33 Fl MYB101,
UL miR159 Al figif i ABA 5 5B R AR 11 &
7S IEAh, miR159 7E/K RG4S TORHRL b ) 26k
r P ORSkERL 5, i ELAERES XK AR T ABA
ACEEET DI ERAA A3 28 . S mAn i | P e
R DTG NS5 Sk ke i B 09 X R miR 159
T BE 30 o JH 5 Rl 7% ABA S S 1056 S, Tisgm 1
FiFAENK . miR164 76 & B B/NE RT3k i
5 ETFHES Y miR167 76 KA T i Rk m AR

e T, HEA B R AR KR AR SR AR
ABERA 2, BERA B AT A] el A AR K R IR AR e A

TR T . FEKRE 2 IE miR397 £ AR K,
HAE R4, NI KA 77 fE 57 . miR397 1Y
FUFEN N LAC (LACCASE) #miS2SBEBEN, =
SR BG5S, Ui miRNA397 1R il fiEi
SRR B G S SR aAER T EE .
A — 28 miRNA Sz i 3o 18 42 40 e A= K A A DG
WM AT . I miR156, B2 IfER
miRNA, Bk T b SCE SR IR RE R 8EsL, &
FEVHHEK AR RN . B . TR A H 2
AIFE T . miR156 38 0 & B HEFE P SPL R RAT
i e BT RE , G038 1 OsSPLI4 3K 8 15 k7 ki () 77
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i, st OsSPLI3. OsSPLI6 K5 il Kk i K
AN TR MBS . OsSPLI3 BELEAS T2 iE Ja 540
AT, DT AR (R A B 38 L4 5 T
K = I OsSPL6 W2 40 [ 34 5l ) 1F 38 45
T, TR L RURERL O TESE , AT ik
LA TE BRI R ) 5 miR156 ML, miR396 2
KPR & 1 AR R 7, Bl miR396-OsGRF4
(GROWTH - REGULATING FACTOR 4) - OsGIFI
(GRF - interacting factors 1) 12X I8 2 ¥ ki f) K
JN 300 S 2Rk miR396 BIKAE T, AFRLAN R/
MEBA T T, UL miR396 &bk K 8 98 JiF
(T, el i A0 ik ke a4 kR
K/NEY . 538, OsGRF4 185 #3061 OsGIF1 H.
B, HLIEIN OsGIFI ) 3% 35 5 2 38 A br i K
/NS, miR1432 HE KPR Y SRR -, FEH
il miR 1432 AR RRH, PRI R 3G T 2.

1€ & AP, miR156, miR157, miR168 Fl
miR4376 B¢ il 2 5 R & B I . miR156 Fl
miR157 Y50 ] SPL K% )3, LeSPL-CNR, &
1125 W T i R S 1 e . Hoh miR157 5 R 5L
R E A ARG, 1 miR 156 M 5 5 52 i 20 4%
FEAHZE B85 i miR 168 38 1 ¥ [1] AGO1 A5 e 512
fE AR T 7Y miR4376 W@ i 80 1) ACA10
(autoinhibited Ca’*-ATPase 10), — ) Ca*-ATPase
SRR LT . FE R AR %55 miR399 BE
A . BT IEE R 2, TR
RS SR S S AN, miR408, miR1867 %]
femPrA L . BERAL . WA SRR S SR T
KBV 2 P EEERM T RE L F W
miRNA I iZAF7E & DI RETUAT B oL, AR PR Fh
RLIEFKRE .

Fh RS0 R B IR R G MY B ) 5
o, WS EUWARAE - N EIRAIEENG, =
5% 0 FE A miRNA 5 5L PR 2 H b J 3
— I XS miRNA 55 H T, AR aTae s BT
BERFR, AR RECE BRI CR, B
A 1 I 2% iR AT i #F — 20 5 8 . miR156 .
miR159. miR396. miR1432 %5 %1 ¥k K /N 1
PEVER, BTl RethR R FRRL RN, i
miR164, miR397 5EM 5 A THI/E AR .

2.5 IEEEYMHRE R B A mIRNA

AP B34 1 77 1 AT 70% 5 A P AR
Aaa A e, Ho AR Y A 50% DL T
WEFEAEBORA BALEE, SRR = AR R

T B . miRNA S A9 07 % 136 53 e i) =8 228 4% [
¥, BRLHCh—FEAE RIS TR, 7]
DRI B R EYIAE K a3, I
FHT 3R T AR S VR T g

TEAERK A TN, EYTResahitk. +
B WomiR R BRI EER ST, R
ZIFSE K B, miRNA ZE1E Y07 X 1 26386 5% 71 5
B REE T RN . EKRE . M 0K
Z RN 111 AR i AR (R L B OISR SE SR
T E W 300 0 N A miRNA. w157 % a0 i A
miR167. miR319. miR396. miR444 %%, &A1+
miR319 F1 miR396 #f il i G M4 (ROS) 7K
SR G, H miR319 FlmiR396 fit 3 A HE Ak
(R4 0 30 T A2 7 35 %000 g JO7 A8 ) miRNA
N4 miR159, miR160, miR166, miR167 %, H
o AR /INFE T i 26 3k miR 159 23 (B Y 6 H i3 5
fguRE

TEKRE . /N2 T, FOREEY e A
N TS miRNA A 4E , (HEARVE LS A
HE. T Rany/h g, miR10 HlmiR9654 (1)
Fika B ET R AT, miR15S9,
miR398 . miR408 . miR528 Z57E i 5 i A ity 7K e v
VA T AE R A R R R A L 3 48 miRNA AT
FEPRA SR g A SR T, e AT AT Re T IR
F SR N TEESE (ROS) L, dRmiiAfL
O AR BE S AR ST R Re ) YL kA, miR162
e 1 & B IE N TREI (TREHALASE 1) 358K
FERBTAEE ST 8, 1M miR 164 W A A i & A0 3
, JLIOMTN (Oryza miR164-targeted NAC)
PR ok 3 5 K RS BT R B8 0. oK B miR159,
miR168 . miR169 £ M h 1 5 [pfpan o 78 vl 5 22
FER P00 AE R I8 miR 169 & # B 1< AL
FERCRREEAR /N, TSI E WPt R ae 1 " fER
¢ rpad 263k miR827 ] LU = B L S AE Sy e

X T 45 R 138 19 miRNA, AW 1 £ H
YEY A i agE, (BREARDLHEATE R . KA
) miR393. miR1848 ' ) = /N & () miR171.
miR393 F1 miR408 %5 1151 - F >k () miR164 .,
miR167 % "' K F A miR168, miR171, miR444
81 miRNA 7TEVEY) A2 B SR Rl 4 2
9 98 ¥ 4E 1, 40 miR166. miR399 Fl miR827
A o nomios 108 AR RS, miR166 55 FRE T
IR EA OE, BRI RDDI (Dof daily
Sluctuations 1) 3 F 3K B 23 46 5y K R A7 19 77 2
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BRI R, FKh PILNCRI 23304 miR399 Xif
PHO2 (PHOSPHATE2) mRNA (4] %] . miR399/
PILNCRI T T A 32 A0 4k Joip 38 A o 28 (1) 9
AR D

BT LR LR BE A A, miRNA £ 3 5 4%
Yy N Gy A EEAVEH, (AR 7R
B AP . B MORESAEYIRE A R AEAET
¥ .t oKk A% A% miR168. miR319. miR398
A L 070 N S miR164 . miR408 ™ 2 k¢
# B miR398. miR9863 "¢ 22! | & i i miR482.
miR5300, miR6024 "% 20 A 4E AY miR159,
miR166. miR482 &5 "' ZEAE 4 Iy X 5 Jirt 1 = 5 A1)
iR R R

ZE BTiR, miRNA 25 ZF0 ALYy liaa fidE A4
Yilbhia A, AEVEYD B B a3 N AT R
PR R R AR . ASTFE A miRNA 7] g It
] 2 55 0 24 A ) — P bR, [l —1> miRNA . 7]
RETE 24 30 0 22 8 & 45 A4E . 98 miRNA K
SR 6 PR R ] 3k e ot 45 A R AL, o el RAVEI M
IR BREEEY BT RE 1 LA R e A i Y i e
FSh A BRI B .
2.6 FEEDEMMEIKAIMIRNA

BT ERPEARAN, miRNA 7EJE2VE Y 1Y HoAth
PEIR 5 LA & EE M AE M . ik fF rh miR159 2
i B, miR1848 2 5 5 b B 0 A= W &
A A AR 0 oKk miR164 2 5 H 55 00 AR ) A
K F Rk miR166 Z 5 s Y, EoK
miR528 38 o I % A BT 2 A B e e #AR P
4 27 A AE miR828 I miR858 5 4 £ 4k 1) A=
£ K E miR160 S 5 MR AL 2, X
13 miR3 19 38 2 842 i B v i) 40 i 53 Ak s i
ZERRERME U, M B miR395 S 5 45 K Y B R £
fIFa s 20 Folith miR858 = SH I E Ay
£ miR2111 2 5% E BAR 2 Y 4545
miRNA [ ZIREZ AL, JLFS 5% THEY 41
Dy R B TEES , SRR A K R B BT MR
WA B . WS miRNA B91EFIALE, $8s
HOCHESU L R R UL R P s, g A 3R TR
(B, R ANy TS B R A ks
TERIEIR, ok RAEY S BRI R AT 5T 44
LS
3 miRNAZEX RIEWMHER P B Aers=H0
RE

HAT, miRNA 28R o1 2E 92 4 ) i 5%

O, e E4A K E ) miRNA # & A4
L REEIEE FEARE L, Bk 2 Y
miRNA [ 4= Y24 T B8 K 5 F-VE AL il 4 128 i 15
AT, X4 miRNA Z 5HEPNERKET . Fibk
AR LA K pae i 137 45 22 ad A, B miRNA K H:
A DITEAE D PR e B T BAR AN TR A 0 g v
e . —LmEY EER R (=g, fRE
BYES) 1Y miRNA FFZH LI, 41 miR156 P44 53
BERC, MR . AEWIRLEERI RN 1)) miR396 JE it
el bR RURE R R /N ) miR2118 P45 & M
85 101 JLF miRNA 950 T E Rl o 3
YEVI a2 1 . e IPER = i . 3 A
TR & SR R VED SR, DATIBE 141 B - b i) )
J B O A T = O 1151 e e R LI E =2 %
K. 53hh, miRNA FIF SRSt nf i H TRV 24
ZEM.REI, KR, DNEENRERHESE
A EAHM I, miRNA fR R kiR iR o)
WF5E 55 2R 3R 5 1) miRNACK A BY TAEY) 75 Fh
BB AN 2 G AL A, Do A B nT FH i
F1 AR 24 52 dh A ) 8 — 28 5 F M A 6 1)
miRNA, %1 Osa-miR2118 *5', /R miRNA 7] i
TESE B HEVEA T 24 | . t4h, CRISPR/Cas9
B PR 2 B R ZEAE ) miRNA K HCHE 3L R b %) 7
FH s ERAS IR R A ol R HON S e S R R oy
I3 A RS R AT BE , miRNA ZEVEY MR 1943 1
AR BT I R R
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Abstract Plant microRNAs (miRNA) are 21-24 nt endogenous small non-coding RNAs. They play key roles in
plant development, adaptation to stresses and flexible environments through regulating the expression of their
target genes post-transcriptionally. Besides, miRNAs are critical for regulating agronomic traits of important
economic crops such as rice, maize and soybean, and have great potential in improving crop traits. This review
focuses on research progresses of miRNAs involved in regulating important crop agronomic traits (including
plant architecture, flowering, seeds development, stresses resistance, etc.) and their regulatory mechanisms. We
also summarized the major research methods and strategies for taking advantage of miRNAs to improve crop

traits and discussed the future prospects and problems for the application of miRNAs in crop traits improvement.
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