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WE EEREEAR IR E MU FE 2 T A . £k (Zea mays) /it 4 ki B MR EIEW L —, FEFmEHA
FE TR AN 7s B BRI 0o 2SR 1 B R 2 AR HORAE TORWE T b i B2 A fg, i/ 4 T CRISPR/Cas®s : 4t
8 TOKIE DR 9 48 P BB R - 58, M2 T BRI G AR BOR O SR A TR AN SR, 455 == CRISPR/Cas £ 4t I TAEHL i A H
FETKR PRI S Hoi, 4 T R g AR BORAE KT Al eb OBIE TEE FE, oM e A i 14 268 D] 2 20 4 50 2 2% 1) 2 L TR
B, BAENRIOKI™ R, MBS SRR . fn, SCEAI2AE T IRIE AR TOKIED G 4507 I RO A AR, JFihie 735
A1 2 08 B R N T K B R AR K 1)L, RIS P B T R R R TT T

X8R oK, ERFHY%HE, CRISPR/Cas 24, kiR

TR, BIRT, FPAE (2024). B GAEBORE TR BT RE. %A 59, 978-998.

5 K] G o 2 K 5 A% TR T T A 4 Ak R 3k IR AT
JE MR N BRI RTER, O 2 N TR
D RE R 0 AN B RV o7 S5 4038 AR 4 2 88 L B AN TR,
ORI R 4B BOR 73 42k, BVER IR B (zinc-
finger nuclease, ZFN)$i &R (Cathomen and Joung,
2008) . % 3 WOIE A 24 B B - 1% B2 I (transcription
activator-like effector nuclease, TALEN)$: &R (Zhang
et al., 2013). Js % BRI 1] [ 10 9 [m] SC 8 5 471 S A
%% H (clustered regularly interspaced short palin-
dromic repeats/CRISPR-associated, CRISPR/Cas)
AR (Mahmud et al., 2017) b )3 -F-CRISPR/Cas/t
H AL 4w 48 (base editing, BE)$: A (Mishra et al.,
2020). H 7, TALEN. ZFNAICRISPR/Cas & [
I3 EE T H ., H AP ZENMITALENE: R A7 7
iR AS A AR W mE AL S D L B N A
B G N N A v A 2 ) R, S BOME DAE )T N
Mo SHE2MEE R % HEARME, CRISPR/Cas#
GAEAER .. RiE. mAFMEFER S, SlAT
JE AR R O RN S B S 0 AR T

KK (Zea mays) 2k HEEZKREED L —,
BB MR T KRS (Oryza sativa), H = &A1 f
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5 R TR FRORR £ 7 B A 22 4o (H FORAEAE = i
FRAFAEVE 2 i 5 R e ) R, it ™, 358
SRR BRI AKEKEEFSER. E5RE
Tt 77 v 5 L E I 22 AR AR BRI N TR B R ik
HAFFAERM B KPR, 1ICRISPR/Cas R4t AL A
B 1R 00 N G AR TR R TR PP 9, {8 8 N L BB A T 0ot
BT 16 H AR PR AT K v SO R 4550 T &
FRE® . HAET, CRISPR/Cas %%t C N ] T E kit
BRFAMIRI R, FERIH BRI S, Wb & .
oAb 5T DL B3R it . A RN/ 4 CRISPR/
Cas RGN, JFI LA S AE T K E PR 5 o R
IR, FEX AR TR EMEAT T RE.

1 CRISPR/CasERE4igHAR

CRISPR/Cas 4k [ 2 %8 H7 A E VR T 4H B 1) S )% R4,
M T 8 N7, @it — R % 5= 5 1) DNAJT 5
(CRISPR)FIIH] 2% & 4 i (Cas) #E/TDNAI # . 2012
PAE S DR G 6 P DAKR, A ARG R A B R
TR0 T B, CRISPRIGARE ZFKA, f4F
CRISPR/Cas9. CRISPR/Casl2a (Cpfl). CRISPR/



Cas13 (L 7ETRNA% ) FICRISPR/CasIfT A Hi AR
BE (base editor) f1PE (prime editing)$; A . CRISPR/
Cas R4 M HATHEHAR S AR 0 503 (K1), Re%k
Tl FL = 280 2 2 FEA I BE DR B 75 oK, S BnT B [A]
RS HE R 58, I HAETERNAT . RIS R
AR P S TR g 7 58 22 > U R UL LR K B FH Y )

1.1 CRISPR/CasORHEHIEBRY:

CRISPR/Cas9 % [X % # & 4t HH 1] 7 RNA (guide
RNA, gRNA)FIZEE N VI Cas9E & 14 . Cas9
) FH G 1 2% B2 425 44 38 RuvC FITHINHAR i
PIEIDNAXUEE . 1 %6, RuvCE: HyI 7 5T /EPAM (pro-
tospacer adjacent motif) /3 41| i i/x ()45 & HL4EEDNA |
PATUIE]. BlJE, HNHZS R 5 SgRNA (L8 1)
F RNA) B T () DNA X 85 (1) o — 5% 5 5% 2 47 1) 1
(Jinek et al., 2014). Jinek%:(2012)HF 7 &7, @I
SgRNABE 4T K 7 i, Cas9fE i iH %I 5-NGG-3' [
PAMF %, 5 HADNAHAT EAMICX}, 5] FCastk
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F % DNA B 2 47 4 o U1 %1 (B 1A), X N CRISPR/
Cas9 R G AEAE AL 7 AU K B2 5958 1 B0 FR A
20134F, CRISPR/Cas9 % 4t v 1 T A\ 2 4f Jifd 4
I Ty S 356 DR 4 5 0 2 (R R (Mali et al., 2013;
Cong et al., 2013). )5, CRISPR/Cas % 4t i\ i v/ [
T, HAEKRE. /N (Triticum aestivum). K
LFG 7T (Arabidopsis thaliana)2s £ Fhf ) b s ol 7 45
S8 BRI s BURE B AR, AR AR AR g ok T
AT A A % (Shan et al., 2013; Li et al., 2013;
Nekrasov et al., 2013).
SRNAJZ — M 45 K5 € (1) B EERNA (Hille et al.,
2018), il 5 H AR EEFECX 5] 5 Cas & [ 4 #E A
AT YI#E]. fECRISPR/Cas R4, FAICrRNA
(crispr-derived RNA)i@# i it B AMEC AT HtracrRNA
(transactivating RNA)45 & . T 5] 5 Cas A 75 3L [A]
ZHDNAKE fUAb & A XURE W 24 (double strand break,
DSB) (Butiuc-Keul et al., 2022). AP 1EDSBH IR I
K, g8 fRfrfE2mp e B LH] . H— RdERUER

&1 CRISPR/Cas Kk HATAFHAR
Table 1 CRISPR/Cas and its derived technologies

FER g AR Y FELATL ] HREEH R i A Wit RE N FH
CRISPR/Cas9 ffi fHsgRNA S ] FT A BB PER e s, H BMIEXN K S, 2%, FEET MH5Z, afF
DNA, JF5I AW gmf, FERZE BT HEBRAMS FERMAKIIsg- FfilIsgRNA  FERERR . A
T ksl FIRTUi i ERsg- RNALLYE > it S 1
FE R AR RNA) &t
CRISPR/Cas12 LjCas9Zfil, {H FrEXAMMENR BN ER, % MM LTCas H&, FEFZE NMAHZ, B
Refs RN (0 gwtE, HIELTCas9 HARfrsfi. PAM 9, RALTHRSHIN PAMIERMEMK HEH THES
PAM 75 Fl B85 $RAETERE I 9n 7 51 FlsgRNA S gmts: WIsgRNA ¥ e g 8 11 2 FH
e i s-Al
CRISPR/Cas13 T4 %fRNA% EEH TRNA% B T % 174 % £ 4 % RNA, 235, FEE EENH TRNA
B, AW KDNA, H, AEENE RNA, %M E JLTEAEDNAB THFEMcrRNA MO E:ME
R EICcrRNA DNA NGRS G al = T N 5
5] RNA ¥ 7] T [ 4
FcrRNAY
Ji e e PR R O R R CHE NIRC-GHMAN JE SR &, MHEMMETCR FEMBMB I FEHTREHN
%48 (CBE) tkoRU, g1 TA HFIFESZ H¥5 % ISPR-Cas9, 1HFE EIsgRNA PR g 4
SNT TR 28 B 5 EATATHSgRNA
| DR RAR TR,
JUR N g BRI R R AR (NRATH N MBS KBS, SCBEZRM, M FERWBB I FEHTHEHN
%48 (ABE) Nl g G-C HZ BARF AR SEANAR, EA EMsgRNA PR i
EIEG SRR A2
5| SHE(PE) 45 A nCasOfl il LHFATHBAN MEHFRMNFE BRIEMNECRIS B, HEWIT MHZ, f
HatEE, MG NS, 8 B, kT H PR-CasOMIBESw &4 E HARN SEELE 21K
pegRNA # it i) L& ¥, FHAF FrF70 AT 48 5 R AP I FRNARL 2 dE, B35 %
RNARHR B #:4n Mkk FpegRNAZ i M [t pegRNA R B AL 5 AR

#HDNA
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(A) Cas9t [ H 5 # I RuvCTE J5 1B] B [X 483 2 /7 (PAM) J3 71 R 145 28 FAEDNA I, Bl 5, HNHIF 4584938 5 sgRNARC X (1
DNAJ) — 4 SR HEAT V)Y OO BE T 24 (DSB), fix 26 3E 47 [RIUF A€ A8 52 (HDR) Bk Rl JE R 3 E B (NHEJ) S 2 i XUEE; (B) Casl2a
JEE crRNAS SR FIS-TTTNES-TTNIKIPAMF 1, (C) 24crRNASHEARRNAE T B 3% B AMAC KT 45 & )5, TElicrRNA-Cas13E &
Y, B Cas13H A GURAEAN, IWTHEHRNAYIFEE, f8H 805 7 MR o 45 & SEFR RNATEAT U1 F)

Figure 1 Principle of operation of CRISPR/Cas gene editing system

(A) The Cas9 protein utilizes its RuvC domain to cleave a specific single-stranded DNA near the protospacer adjacent motif
(PAM) sequence, subsequently, the HNH domain cleaves the other single strand of DNA paired with the SgRNA, resulting in the
formation of a double-strand break (DSB), which is ultimately repaired by homology-directed repair (HDR) or non-homologous
end joining (NHEJ) to form double-stranded DNA; (B) Casl12a mediates the recognition of the PAM sequence 5'-TTTN or
5-TTN by crRNA; (C) When the crRNA pairs with the target RNA through base complementarity, a crRNA-Cas13 complex is
formed, causing a conformational change in the Cas13 protein, thereby activating its RNA cleavage activity, enabling the target
RNA to be specifically recognized, bound, and cleaved.

Uit 3 $% 1% & (non-homologous end joining, NHEJ), & 41154 (homology-directed repair, HDR), &
NFEENEE BEAT . 1% AR 18 I 1 W7 2R i Bt AL A7 A\ B B EHLE], BRED)EIAL s AL Rs it N H bR R, 5k
IR HEAT BB, SR, (H R IR 45 1) RS B 2 6, (RS 5200 B B0 18 HL 3R LI (Siebert
¥t (Mladenov and lliakis, 2011). % —Ff 2 [ and Puchta, 2002).



1.2 CRISPR/Cas12aEE4iEBHR S

CRISPR/Cas9 # 4t 7] it it 5 (1% 3 5= [X] 2 48 457, s A %of
AR, FIRAAER B RS . M2 T, CRISPR/
Casl2 R4l Rt )z e ya [, PR B
B R F R . IR 2R 57 (2017) R 1E (1)
CRISPR DNAWE: N VIE§Cpfl, tHFR NCasl2a, H
SN, BTN L% Cas12al) ThREMK T
RuvCHINUCHZIR 4t 35, FFAECrRNAR) 5] & N il it
HAHS-TTTNES-TTNIPAME 51, %t H FrDNAZE T
FERaYIE], M= 4 DNAXUEE KT %4 (Shmakov et al.,
2015). CRISPR/Cas12 7 i {5 i P Al ¢ 4= 14 77 T
HCRISPR/Cas9 & 4t H. A M WAL % . #illn, #ECRI-
SPR/Cas9 &4, Cas9#k Al it il HIPAMF 41l X} #
R BT, H 2 sgRNAEE G, Cas AT AEs
WIS 5 PAMT FI R AU SR FE LR, T T
LR, HX P RGESATT. ML T, Casl2
HASG G EAREEEE Yl — > H A MR-, R
A 7E W 5 ) OE FIPAM T B I A 23 8 48 R — A $F 141
MIR-FR, X FPmr i (125 & 5 3 FRAK T e 2. ik
4, Casl2afk [ H A WUEEE GV, GEIRIE U] #IDNA
FIRNA, HAHFIcrRNAKEARIsgRNAT — ¥, 1X
ffiCas12a RS 7E 40 My H 112 2% B8 = 4. Casl2aty
Cas9 i VI #I WL A Fr AN 7 . 4 DNAE U1 %1 )5,
Cas12al¥ A 5% FF R (nt) 0 26 Mk A o, X FhviR ik
(1) A St 45 A4 S 1) T {2 BEHDRIE AR, R 2 25 32 v
TN gm RS RV . CasOU AR BT B AR I, HI
VI 5 5 PAM T 51 (1 BE 88 555z, 31X nT g 5 80 7E
NHEJ S bk A B R AT, gk Bg hn 1 &= [
% B (1) A B o2 1 (B 1B) (Bandyopadhyay et al.,
2020).

1.3 CRISPR/Cas13&FE4RiER %

CRISPR/Casl13 & 4t ;& & % i J N T 1 4 1 3 2
HNREFA . 1% AR5 HorRNARUZ IR B4 &, F5
H2/MHEPN (&% B MM EAZ AT R4 &
P D) S R, X3 L REBE TERNAKSE - HEIT 40
CRISPR/Cas13 & 4i & HAM A [F KB fiCas M,
RiCas13a. Casl13b. Casl3c#iCas13d (Cox et al.,
2017). fECRISPR/Cas13 & 4i 1 £ A A 1, Casl3a
UM R ERS . HorTEUN, 5 THEEEHAEM
SAEYAIE. Casl3a 14 Al {IcrRNAZ T-1#E4T
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515, iZCcrRNAJE T 5 $E RNAZE AT B 3% B RN FC %o 52
DA EAER, I Hitid #2155 3 Cas13ak AE M R AL
i Cas13afg i 45 & crRNA, 45 5t 1 b I 7] 17 %1
HAR R EERNA. R, 7258 Rt H AR RNA)
i )% 5, Cas13ait & M e U1 ENE 1, Bl Rets
A2 IR il b 2k 22 ) B HL & AR SEARRNA S 1 (Freije et
al., 2019). A[FFCas9fICas12% [, Cas13& [l
FEV)RIFERNAJG AR DR i v, IR 4k 2ed) R e A
HERNAFS, AT BOE 2 48 7 5 A (B11C)
CRISPR/Cas13 £ 4t T % 1 Tl b Wi L 5 4 48 Jig A
T H R R IA FTRNAKE DU . 7EAmanZs(2018) 1t
FiH, CRISPR/Cas13 &4t H T % ~(Raphanus
sativus){¢ M- 2 (Turnip Mosaic Virus, TuMV)¥+
#t . Gootenberg®%(2017) ¥ Cas1355 [ oii& N — M ik
BAS RO N REUZ 2 TR, BISHERLOCK
(specific high-sensitivity enzymatic reporter unloc-
king), 1818 EE 4% i 42 ) RNA A7 & Fl Cas 134 [
)], (ECRISPRA G R BUE K4 i, JLF-7E
FT A A8 T AT A

1.4 CRISPR/Casfi&iA

1.4.1 CBEZR%

20164, David LiulBAE & gmiBHAR FEUR TR
Wik, M fITLACRISPR/Cas9 & 4t NFERt, Tk
OB R R g A R —— B . Z RS
% g i 2 B S nCas9uidCas9 Ll isgRNALZE & . i%E
B AN T4 E IO DNAGL 55, 454 Jo o ms g it &
POBGE, M1k HARDNASBE L) B s e (C) 5 4% R SR 1%
WE (U)o IX— RHE UL 52 J5 82 7E DNAE 5 82 F
BiAt ik, mALEDNAF A SEIUE I C—~TEG—~A
B % #4k (E12A) (Komor et al., 2017). 55— 4 i ms g
Bl 4 55 2 i (cytosine base editor 1, CBE1)H
APOBEC1 Jfu % g fii 2 i fl CRISPR-Cas 9 It 1% & i
ik (nCas9skidCas9) 4 i, Filid —/ 165 FEmR 1)
XTENFE ALK, SCI 3 MRlE . 1% R 50088 %
WHEDSBM B ih, WEMAR T HF iR R A H
P 8RS R 20 AN AR e T F RES IS C B A U,
T FE DNATE & 8042 5 1ok F5 Hh il 152 o iR Ji s g (),
M S C — T A1 s R A8« (HCBELTEAR N 1) g
RORBAK, AT R nE DNAKE H i (UDG) I 1E
% W o B U BR 12 2 (BER) & 2 R 7 3 & %
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T feoRnA mm— | — | - | TTTTTITTTT
\ DNA DNA
dCas9 (D10A EAEE A JELEEELLL
258 DNAHIH] pav T BE o T ma U
ABE
Cc
PBS
3
TITITTTINT 57
TITITITT #&A
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(A) sgRNARZII- 255 B H b7 DNAFF FIHEE 1 J5 R R X AP0 7 (PAM) (L s, dCas9tE A 5sgRNAZ &, B &Mitas &
HARDNA L, (HAYIRIDNAXUEE, (U HAEEIL; B )5 M oE i Z MEfE sgRNARKI 51 3T, B 212 82 1 A BEDNA L fumsng, Jf
EAL LB U N, H L M 0 e AL O PRI i ) (E DNAEL SR sl SO Rt vl o v e A A0 M e v e PO AL, AT N B30T 5
FIDNABE, SEBLC-GHREL XS B T-ABRIE X 1 B 5 #e; (B) I CRISPR-Cas9 % 4t ' 1sgRNA I | 3 45 & 51| H A DNAF 51l
PAMfZ &, Cas9& [15sgRNAL S IEE &4, 20T HARDNA L; ABEH [FIIRIEMA It Z B (E sgRNAI 51 5 F, BBl R
FEEDNA LR RRIENS, JFEALH I ZUR L, H RIS T A0 O VSR e B S I B RS iR JE FEDNAE L FE b, IR B SR IE S
JG, JREMESE AR, oA R oy NS AT S A THR AR % 3] G-Cll L%t 1 B 5 &5 46t (C) FIFpegRNATE 5] 550 F
455 sgRNA, JFFEH I A5 N 51 ¥ 45 & £ 5 (PBS) I A1 e AR (RTT); 7EpegRNAKI SIS, 7 2k I Cas9 ) M AUl T
FPAMT HI I DNA S, T)#1 5 MDNAHEE 5 pegRNA3 AR i PBS P41 HAME 456, B J5 10 5 SRl Uy RTTRBUNUT 51 JF 4h 1 5
SRL, K AR AR e 1 B SI BIDNAD) 4L, B 401 9 DNATE ARG IF AL B Y] TTAL I DNASEH, e 207 B #5575 H Ar i X)
DNA%%. CBE. ABEFIPE[Z&1.

Figure 2 Principle of operation of base editor technology

(A) The sgRNA recognizes and binds to the specific protospacer adjacent motif (PAM) site on the target DNA sequence, and
the dCas9 protein binds to the sgRNA, forming a complex that attaches to the target DNA and rendering it single-stranded;
subsequently, the cytidine deaminase, guided by the sgRNA, contacts the exposed cytidine on the single-stranded DNA and
catalyzes its deamination, converting cytosine to uracil; finally, during DNA replication or repair, uracil is recognized as an
analog of thymine and thymine is incorporated into the newly synthesized DNA strand, thereby achieving a direct replacement
of the C-G base pair with a T-A base pair; (B) The sgRNA in the CRISPR-Cas9 system recognizes and binds to the PAM site on
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the target DNA sequence, and the Cas9 protein binds to the sgRNA to form a complex which is localized to the target DNA;
under the direction of the sgRNA, adenine deaminase in the ABE system contacts the adenine on the single-stranded DNA,
catalyzing its deamination reaction and converting adenine to hypoxanthine or deoxyhypoxanthine; during the DNA repair
process, recognition of hypoxanthine triggers the initiation of the repair mechanism, typically resulting in the substitution of the
intermediate product with guanine; this process facilitates the direct replacement of an A-T base pair with a G-C base pair; (C)
Utilizing pegRNA as a guide molecule, it binds to the sgRNA and incorporates a primer binding site (PBS) sequence and re-
verse transcription template (RTT) at its 3' end; directed by the pegRNA, the partially deactivated Cas9 nickase cleaves the
DNA single strand containing the PAM sequence; subsequently, the complementary PBS sequence at the 3' end of the
pegRNA binds to the cleaved DNA strand; a reverse transcriptase then initiates a reverse transcription reaction along the RTT
template sequence, directly incorporating the desired editing sequence into the DNA nick; finally, the intracellular DNA repair
mechanisms are activated, ultimately retaining the DNA strand carrying the intended edit. CBE, ABE, and PE are the same as

shown in Table 1.

U-GH#ilic, 122 CBEL#EATIC—~U%iiR. Jyoe/luix —
BRI, I T 2 AR AL g 4 45 CBE2 (RAPOBEC1-
XTEN-dCas9-UGI), H 4% — >k B 1 & A PBS
1) PR 1% g DNARE HF B 0 11 55 (UGI) « UGIT I AT 41
HIUDG TGP, AT H A P ik R gm0 % . 5 BEL
FHEE, BE2R 44 N 9 48 75 77 W1 92 = . fECBELA
CBE2 [y Al &, 2 = A8 % 4 45 #3 CBE3 (RAPO-
BEC1-XTEN-nCas9-UGI) K I 5 K 41 f s i, 45
—ANREHEAT BBEZR N T EnCas9 (D10A) Ak, X
Tl R s VRS B e 3E T DNABET 2, & HsRC—TH#
PR, TR W %2 3 4 N\ BBk 2K (indels) K 294 1.1%
(Komor et al., 2016) . 1% T-CBE3, CBE4H 2/~ K
ekt XAy UG 5] N1 $2 APOBEC1 5 nCas9
9 LI o X AR AT T 2 25 5 5 T R G4 L
R, [A) I A K BR FE Hh U 2 indels AR 4h 3B (Lee et
al., 2020).

1.4.2 ABER%

20164, SIN T —Fl B A 5 dm P 0 4L g 8 T IR
ML i i 4 46 (adenine base editor, ABE) (Nishida
et al., 2016). % A4 5CBEHFIAM, EREWEHEAT
B FL 3L N G-C. ABE &4 M D10AR AR
InCasOF IR 1 Mt 2 B 2L Bk, fEQRNARIKE#A S 2T,
ABE Rt % #E fify b (U B8 [n] H bR DNAJT 51, g iR i 14
(A AL IRTR(1). B S, fEDNAE SRR, 19 fif s
N (G), T ik 5 it v R 2 R (1 R 1 1 (1
2B) (Kim et al., 2017). A{EdEDNAH IEIEM B H2 )5
&, WEFCN L A K AT B tRNAR I 2 i (ec-
TadA), Jf @ i 5 ik 55 08 m A, S IR tH—F
ecTadAZRAS K, HIF7EDNAFEEE FBSURIENS . SR
JatrecTadAZRAEfA 5nCas9 (D10A)R: &, HtbbrE
5 AR R 2 Bl s O 8 (T A, (L ) G K R

12 ~3.2% (Nishida et al., 2016). JyH i i 1 n4 g
G R RCE, RN DR T — AT
TadAF RS, SR EKH 5dCas9fk L& . 1%
T VEREE R R P AR AT PO IR Ik, WOmT B S T A
., b, I e m e T, B4 S HEPCRAIDNA
H, BT T TR, RIHTT R HABET.10. it
FRAS S 2 i v T R R G R SR ARG o (AR Y
f&, ABET7.107F $E [ 5 [K 20 (1) 5 a2 X 35k, 47 2 7
SORNA 28 4707 B R I H B 2 1 = 8tk (Yan et al.,
2018; Koblan et al., 2018). [ifi /5, fEABE7.10/)3LAl
b, BFFEN A A — AR A RIS T S, B ESR
I g R B I R TadA7. 1060 E ik, il
fift & £ TadA8e (Gaudelli et al., 2020; Richter et al.,
2020). MABE8eZF|ABEQ it ki idid Xt TadA8e il
AT SR SEIL) o BHIE T2 24 RAZL145T HIN108Q
R e 5] N\ 2 TadA-8eH, FEAKFLA I LT Bl BE
(cryo-EM)IEATIR N3 HT, B3R T ABEQTE St
CTRE I, 5 5 2 £ sgRNAR 5—6 47 B AL, M1 K
PR T R RS (Chen et al., 2023). b4k, ABE9
W RE I BR AT P e (1 E H br i, PRSI R g

1.4.3 PEZR%

CBEFIABEK I 4 5 4t e 5 AT 4Fh 25 28 (1 Bl L
#e, EIC-T. G-A. A-GHIT-C. #R1f, X T H e 8fhay
REMBRIE 4 (C-A. C-G. G-C. G-T. A-C. A-T.
T-AFIT-G) LA S B 4 N AU B BE 0 AS 2, 3K 38 6 %o
FAYIEE Z e 78 £ REE . R gL PR,
David Liu[#IB\ ¥ Casliff. M-MLV-RT i &% % LA J 45
MBI 5] $RNA (pegRNA)BETH A, B 5| G404
(PE). LA H7 5 i ml SEEL X JE DR A kG Vi, A0
FERRIIRE N« B DL R 4TI IR i 4, 78 25 BT 12
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Tl ST F) L e 4, HL S 7 K DS B BUA 41 () DNA
BREAR, AR FR T 1 L DR i 48 1) 203 R HE RS 8 (1 2C)
(Doman et al., 2020). % & 4t 75 @b Hh F F sgRNAKE
My 5| T 100 % 5l 3 I8 RF € BIDNAGE 15, 5 10 5 5%
i B 82 I 3 I UK 3 pegRNA H ik N 1R AR 34 AT 3 %
3, B RS vE L RS S BIDNARE |, M SEBLE E H br
51 RS f 3842 12 1l (Doman et al., 2020) . Nelson
%(2022) £ pegRNA1) 3' 3 I G5 i RNAZE FF, A2 Bl
epegRNA, 7[5 1E3 e K B f#, AMIM$2 s 7 PER
Giit e . [FI, JFR HpegLIT LA it
pegRNA 53 B 7 2 A (e Tz B R, v fb3'4h
PR IR R . 28— RPE R GUIEM-MLV-RT 5 — /M
H#|HCas9 (nCas9 H840A)@ A, #7 T Prime Edit-
ingHIWILE & . ESLFERt b, PE2IE T #EAEM-MLV
SR RPERIE /), REIR S T RS U )
A5 R N BRI 2% . Bai%s (2024a) % DNAREFF 51| 4k
05T T OV 2. 355 5 e i R 0 4 803 1) R R, AE R DR
AP LR B G 0 5T U AVERNA mBA 2
I EEhFTO, &t m 1 Mm% . fE)5IPE3
XA @, RIE A A4 sgRNAL T H T 1) #19E
HANDNAEE, 7F 5 2o HE 2 41 i 3R 5 T (W1293T 41 /i)
e g B8 2 % 5 75 78% (Haapaniemi et al., 2018;
Grinewald et al., 2019; Jin et al., 2019; Zhou et al.,
2019; Zuo et al., 2019; Kurt et al., 2021). Chen%s
(2022) 5% 52 5] 3 2 8 25 R ) VR R P EAT TR
Giiik, K IDNAESHAC 12 S % (MMR) 5 8 1 1T
AL, MMRIE 25 1 5 8 Rl - MLH L 2 67 1t R AR A
(MLH1 dn)Rg3s s PER dm e H0% . AL IPER GRS
WS FEESRTE T RmBRACE, RATFR 5K
PE T 2% fi & PE4/PE4max fll PE5S/PE5Smax. Qiao%%
(2023) < I 24 565 20 FRAIG A2 T oK b v FH 2 DR o B R
() 3 B RS . it i pegRNARIEALPER A, &3
P TRESCR. ILePESmax R G EH LW
R, REAE FOKFEE DN b = AR m L RAR, W ER 18
FIPESH) E 3565 . Liu%s (2024)iE it # i MMR
RGRMAE R B 2%, BRem s,
TE 7 AN AT B 5] A ) B R A AN AR E AR . SR AR
L IIPE & 4tePE5c, 454 RNATHLEA AT 2 7+ 4 45
B2 . Doman&E (2023) 8 i 5k b 144 gk 4k A0 2 1o
TR, BCINFF R AR T /N 2805 T v ) = 2
2 PE6afIPEGD. 7£ JLDNAXUEE K 24 UL I 4 ¥FDNA

BEAR A1 BL R, S SR AL A I RS ME S B . YanZE
(2024) F| H 4= F N 4LCRISPRIff i H A, KILT —4
S A M v e TR, BIZNRNAGE & 4 D)% R 8 O
P FLa, HxFT 5 SomiE £ OCE ., @il Lab bl
SHBEAOME, WET 5 SMERPET, RERA
T IR

2 EEHmBEAREERPHIRA

e [A] 23 B B3O D A e D K T e ok T R AR A2
W, JERDREHEL AR TOKIE R AL, RE R R T
re s DU T O LR IR B AR 0 KT b R (T e 3
5, 2022) 0 H R R HAR AR A 45 G T ORI
PR, BRAR TR A, it ELRE 6 1 4 F TOK g A%
DL MIZEAL b, RERAH R R E PR o 2k DR 2 R 45
AR MIRE N KM B AT R AR RN T & 71, N
EEHMAERERMETHIRE. T ARG L
CRISPR/Cas9 i R7E 1K Z A R YUK AR, &
ER D) | Vo= NI WA AT V0N ifa st/ RO | a7/ i B R i
AL AE AN T 28 B ) A0 B 55 5 28 75 T ) 82 32
(%2).

2.1 FAEESRBERMEERTHER

211 REBEEFIFS

EEREMT, K2 EHE Y (W FK) R A5k,
EIEAN G &G 28 Je tafh . B E HsE LaiGm
Ak, BEFN Gl 2 ARE S E A LA RS AR R
e MRS R ERIEME T — P R U Uy
o B R A PR (DH) 12, 5 S Y
FEAEAE LB Y AR A M, TR B B A R
Mo B, FIFGEAMERAR, F R Ak
IR RRE I AR, PO AR R T R B A A
A A(Ren et al., 2017). #£ T CRISPR/Cas9f &R
X K A A R S PR MR G I ZmPLALHEAT #E
fidm %, Dong%F(2018) i L K Hi i 24 (1) AIUHE A 5
RAERE SRR, MATERAN — N HLN R ERIET
BORNE AL RS, BT B 1) 25 5 A
W, MRS T IR R, HONEYI S R X
BAEARE PR I N F A ST T B bR dE . Stock6 (A%
FIEE BAGAR I EOKRAME N E KBRS TE
P ockE T A, mridsd 28 i R AR5, R AE A
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Table 2 Applications of gene editing technology in maize improvement

SRORAE: g ARRORAE TR WUk 985

N B R JE [ SEA Thik PR R 223k
HEARIES ZmPLAL Yt R S VB HE g PR Dong et al., 2018
ZmDMP B S BRI S Liu et al., 2017
CENH3 BT S BAERE S Wang et al., 2021a
WHAE  MS45 miGRH G GRAERMER  ERRERT, BIEAE Svitashev et al., 2015
MS8 Yl B-1,3-F AL B A FE I MR E R, BUERE Chen et al., 2018
ZMABCG2Ff1ZmFAR1 A 5 JE R A R S B 1 M RERw, WEAE Jiang et al., 2021
ZmTMS5 4ifidRNase ZEH TR U AN B R AR Lietal, 2017b
Dcl5 P 2 BEAL 24 nt phasiRNAs IR EUEMEAS & bk Teng et al., 2020
PREY CLE7HIFCP1 bl Panastis A NAN SARAT BORFF R = =38 Liu et al., 2021
SRAEARR, A
ZmLgl Yt i 4% SBP LS H I8 S IR, PR FE IR Lietal., 2017a
SAMBA RO AT 22 5y Z4 e B A 1k WIRZERL, E#e 48/, B Gongetal., 2022
3L, I R ARG /N
ZmRAVL1 SR 2% P IR {5 5 SN XA ™2 fe, 2019
B GA200x3 TR EEK Helr b Zhang et al., 2020a
ZmACO2 2= 907 R RS, MinfEsE  Ning et al., 2021
ZmCEP1 B Ak PR AR S . B, FF Xuetal, 2021
HE K/ NFIE R
CKX S 53 2L A A B A AL M RS B RER XS, 2020
P Zm079. ZmO80OMIZmO81 % T K AR . AR R IE, 2022
HAE1EH Zmestl S S AL ORI A R PERTEE Wang et al., 2019a
gkw9 e 1 Uk S PRI SR AL B A A7 Huang et al., 2020
s>
ZMSWEET13 YA Z M e RV RERE R S 2 Bezrutczyk et al., 2018
s
ANT1 e e 5240 A BT Liu et al., 2020
Zmpif3. ZmpifdF1zZmpifs H¥EGE SRS R4 IRFIEARST R RS . Wu et al, 2019
GUN ZmBADH2afimBADH2b  #iil2- Z Wt 5E-1-ME s el & i ¥R E =N, &3 Wang et al., 2021b;
M, 2021; F =
%, 2021
FHik Zmsh2 mi AGPaselif #EK Dong et al., 2019; %
7%, 2019
T SH2FIWX 4B AGPasefif il GBS S Al B R FIRE oK Gao et al., 2020; Qi
et al., 2020
EIINEILIN Zmwx1 %i i GBS S RofE RIS R A ' Li et al., 2020
stiffl BHIAHERANRA R &= FEFT R P38 Zhang et al., 2020b
gpal P, PR FRE A7 B A, Z2 A4 i, Wei et al., 2018
Y= A
ZmPHYCs IR 4 A I AR ARV e P2 AR 1 P Li et al., 2020
T5 ARGOS8 Yy )RR B P R F a8 Shi et al., 2017
ZmHDT103 it 2 WL FE it 588 77 Wang et al., 2024
ZmSRL5 B CALSPE PR £ 587 Pan et al., 2020
PLBRE S ZMEPSPS O AR SR EE N EARE S PR A Kaul et al., 2024
FITR-3-BE R A B A H
ALS2 kD Z BESLIR & R B B Svitashev et al., 2015,
2016; Li et al., 2020;
Jiang et al., 2020
JRRfZY  ZmLox3 Yt He B AL PR R Pathi et al., 2020
ZmGDla % i RabGDPfif &5 #1 il X 1 HUOH AR Liu et al., 2022
ZmCOllafl1ZmJAZ15 RFTIR A ik PR Ma et al., 2021
ZmFBL41 E3Z RIEWME A MR A Z— sUbi ZEHiE4SE, 2019
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5SS, AN TR IR U AR S, T B
TE RS PR PP T, B8 JE d i A 2% A 3 Bl 7R 35 S5 T
BOAT QAR IR, 35T % Bsi A b Al G (0 00 A5 4
L FE . Liu%s (2017) F] A CRISPR/Cas9 # A 5t 1 K
ZmPLALEE A S5 140 W1 AT K g 8, 5 BURF € 1)
RIRTRAR o G S I R AR AR 38 B A R R A
2%, 5Stock6)75 3R A AL o 2 T HT A E— 25 R
F CRISPR/Cas9#i AR ik ZmDMP %: A J5, Wi %% £
R R R R AR R 3 AR R R 561 . X R IRAEE
Stock6 7y 5t N WL & 2 AT AR SIS, BRI
HH 35 DR 2 B R AE B2 v RS AR 3 2 T THI R BOR
M 77, Bt CRISPR/Cas93k K 4 5 R 5% 4
HRAERE F RS, Q6 T BRI S RE
(haploid-induction editing, HI-Edit) 3k k& (Kelliher et
al., 2019) A1 5544 75 3/ 5 1 JE K 4H 9 5 (haploid
inducer-mediated genome editing, IMGE) % W%
(Wang et al., 2019a). | HA5 A5 S H AT BLs &%
A AR AR RE MR, BE S 8 id CRISPR/Cas9a &
DR G B AR AT B AR EE R ARG B2 2. HI-Edit SR 1)
MAFF 2 ATE T, FUVFEA 5] NSMEDNA) 248 T Xf
SEDATREHE T R, TR h 5 35 PAAR T X A B R R R 1)
WO B IX PSR ES, RIAE2AN AR T B E R
EPRRAEE R R JEAh, RIS R0 MR 7 R OK s
FEREA T RE A R R B R ), SRR B AL TR
GV . AR, G 2R G AR
Ir 5 AR (S BRI A T EE Y X, TR 1 22
K20 25 FICH3 (CENH3)7E PR FH4ERF A 22 ki G4 €45
46 R4 77 TH 4 356 5 OC B A (. Wang %5 (2021a) i it
CRISPR/Cas9fi A X} £ K CENH3ZE K 4T S, Bl
DB 7 — A B LBk R 2K 5] b o B8 B2 1T 2% 1B 1 R
AE . ZRAE G B A BT A )G, BARR A1
RAAEA = E B, ks e e, mas
T HE AR BT IE RS, J5 O BA5 R Bl B £
o XK PICENHIRAL Al il i — AR AT e 7% 3 e
i R, R AL R R B R T R AR
7T RE.

212 mMEEMTERLIH

H A, @i 5 B R S Th B T 2 Fh oK R
PEAS T AR BOREVE A R A . 52 MSA53E [,
VR FERIAE R & A MRS ], HRA R EAF IR

fefasEitfL . SvitashevZ%(2015)i# L CRISPR/Cas9
XFMSASHE R HEAT 78 s e, SR AT XS 7 Jo A (10 2
ANE R, HAh, 8 MS8IE R HE AT Y 48 7= A I
PEANE AR, I Hx S 58 AR (RIB A 5 Al /R 84 A
(Chen et al., 2018). #f5%& M, ZMFARLIHIZMABC-
G261F 952 microRNA 4% (1 Jlg FL AR S BE [N, £
TR L R E A AR R EEAE A . il
ZmABCG26 LA 7 Jlig 5 A #f AH 5% 5 Kl ZmFARL B AT
CRISPR/Cas9JE ri g%, TEIRARMALZ %22
o JE 3 i SR R B N AR A, X B TR T
HEPEARE R (Jiang et al., 2021) . BbAh, 38580 ) f
ZmTMS5EE R 3R 13 SVBUREYE AN B oK b, Hnl e
FEE R TR A E YR (L et al., 2017b) . 7E4H
VIR B R <8 E BL, /NRNA (sSRNA)7E 1 42 §E 1)
MRNAF K L OR3E5E [8] 20 1) 5 48 1k DL R 1 o
DNA R Ak 7 T K #5 AR - RR R fE VR 2 37t
Y+, Dcl5 (Dicer-like 5)E§ A& i) EIMRNAL B
24 nti M Bk 2/ T-3HERNA (phasiRNAS) . £ 1E
WY HIR B 2453 FEr, phasiRNASK £ 24 1 1E H 1)
Re R A CBAEH . Teng%#(2020)i@ i CRISPR-Cas9
R A B S5 A B DR DA B — A T o T ) S AL
FEAE N LA dels KA, IR BLdel5 R A& JL T
WA A 24 nt phasiRNAs, HAEZ55 /N HEHE
YA SR, TR I IR BT B R

22 ETERARBRANER“EE

221 KR#&R

FORAEMR ISR WV A 2P ZEFF IR . MM
S M R A AR S R, T ORI A R
() G F B Joe AR, JF Edesgm = & . DA,
FERAKE ML B, B 2R E &
FEYDE N PE B N &R . KRB W, Frml 2
FEQZ 10, A7 T M-I 432 223 (AM) 56 A8 N A8
SHEALM), 4imEIMER B H 247 /NES A 4120
(SPM). 1AM A KT K B 32 52 CLAVATA-
WUSCHELfE 5% H CLERKAE 5%, thigfm AR
FEAT B0 Rk 25 1 in f) 554 (Schoof et al., 2000). Liu
4(2021) F) FH CRISPR/Cas9 % K g £ A, %o ok
HHCLV3H[Fl 5L K CLE7 FIFCP LI Ji 3l 1 X 3k AT ¢
SE IR R e, RILRALR A H AR ER R, M
T AR o K P~ A SR, /N R



WL o R A S TOK R R OB 1, AR
AL RESE R C R 0%, 18T s E BRI 2=
T, R AR A O A . Li%E(2017a) R H
CRISPR/Cas9xt Kk zZmLgl 3 K ik 47 g 4, %5 4]
Ynf— 5 SBP (squamosa promoter-binding pro-
tein) &S IR &R, FATTREM M. @i X ZmLgl
B B LA B AT g 4, ToAXAE Ak e R s ok
51.5%—91.2% ) K& K 9 5 R %8, A 2 £ BH R AR
/NEXTIEZH150%, HRASRHIEFRR e 8L . H RS
FH, IX R AR A i 1 bR 2 R R B 8 e v
77 SAMBATE N AE A HE 5 PR AT K7, 2 R4l e 77
B2 2SS &K (APCIC) ISR B R T, fi5ids
1] 240 I A R IGOR 336 4T o E 9T KB, SAMBA 5 APC/C
18 B oK FRE AR /E A BAE A, i Bk 2
SAMBAZE A i B AR SE, RIL— RN AE KB
M, ELREFTIMAEHRL . 3R v 4 /NGRS DL R
A45/MGong et al., 2022). T K IhfiEdE Kbrd1 Al
ZmRAVLLIE iy =2 25 P BR A5 5 08 % I v A
UPA23E . TZmRAVL1 i, B 5DRL1E A4%A
fIRE 7. LGLE B2 5 E kM M, At s
ZMRAVL1)FEik. DRLISLGLIE A EAER, ]
LGIXZmRAVLL S - MELT Tk, HAHeF R4
%i(Zea mays subsp. parviglumis)ftJUPA2f £ 5DRL1
EASAR N ER, SHZMRAVLIEIA B E 2,
BET R U R A K brd 1 ik, BRI IR X N
BRIKF, il a8/, F R4 HEUPA2SEN FEH 5
N B KB T K b I ZmRAVL AT w4, 7E 5 HE 4%
PR AT R S oK B e B AR fe, 2019).

222 BEHESE

TR RAE TR L A I E B A .
. AEKER. SRR, L. RIER. AR
KW RS RE ) B B S R A BG5S S
ML, MR — R RS R %, “aafa”
LN R B R AL 3L R GA200x 5t T 3k 21 4% 2 714 1)
TERG B EAEH, AMUGEmEED &, [RIN Y58 1
FRIHURIR BE 17 . Zhang%s(2020a) ] ICRISPR/Cas9
i AR 9 1 K K GA200x3 % [H] J5,  5¢ 4% & i GAL2 Fl
GAss [ & & T, 1M H & GART 7R & & 3 B K,
FRIIERE R R oK, FRET AR i ik e %%
BB K. IEREREKKES, 4ifrRRmE ik

SRORAE: g ARBORAE TR W FC kg 987

i (cytokinin oxidase, CKX)# e BE/E A, ol B g
P R R W TTHEYBE KT XHES(2020) )\ K2k
B73 ) Jk [A] ZH 2 415 ke T %5 € th 3N K B OC i
K. {# FHe-crisp i it 4F 7 PEsgRNAJE, K %6571
L IICRISPR/Cas9 # 4, WUyt 1 CKX Ik A )
W) 2 ik 3 1K p3301-U6P-sgRNA-Ubi-Cas9, A 6 il
BRI bR BOK AR B E 1 Bl . Ning%5(2021) % %5
BRI R BEQEL7 AT 45 58, R I 1% 5k DA e 428 o) &
KPR, T BN F J155 . qELT9nfl 1) 1-20 58
KA RE-1- R R EALEF2 (ACO2)Z 2 Iw A& it f2
H G, R B AR TR E X R IR I R
ik RIS B ZmACO2 5L KB IE T qEL7 I DRE, K I
RIS TR E R ORI T AT
MRS, N &, CANSMiYk(CEPSs)Z—3&
B, AR T AR Ao i 4 i (B 1S
VAR A A KA AR P e N, T AR TR R A
a2 b o XuZ5(2021) 483 T E K ZmCEPLK IR
FRIEAERA, R IR A K E (auxin) ZHE Y
WOER (A3 J AT 43 A, 3k T 52 MEDKT R 2 ) 23 R A
gk, KR RL S R B AL T T A AR L

223 HEREEXN
AN TR BTG S AL 5y, IR A RHE an
Koo ATEAF B B R AR ). Bk
R FE K] HE (Quantitative trait locus, QTLs)Xf FliK: k% L
FERIER . 5 H AT @ A7 2 53K A S QTLs A% /b,
B FHUHIRZ KA. @il 45 R BT, Luo
&(2022) %€ HYIGEL, Mg — M RAEH, @il
M /NESE TR K, HidRIAYIGELRE W E
0 MV AL A R AL RIS, DT S A R kL
e, fEE BT & . T CRISPR/Cas9+ A bk
YIGE1 8@ i & FF 1% K I DNAK JEE - (mutator, Mu)
NP MRS 2 RDAA . B (2022) 4T3
AN TR E e B HE K Zm079. Zm080#1Zm081, il it
CRISPR/Cas9#i A e Th il T 2t 3 R 4w 444 K}
ZmOBOHKE [ il bk 5 EIHS 4 R PR 1 biL A B 2 PRI, i G
BRI BRI R E . X ZmO081 5L Al
(1) Gt 450 R VAR AR PRI PR v RS oo R B B 5

224 BEBRAEHE
S FLIE B I P 5 CO2 ) B F M 2 ma A 47 1Y O Al
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H, R—dBEZECE YR GE T . SR, (R
TIHEYIR, Z T [ % 0 35 A 4 43 RRL A o 5 3 —
A . Wang % (2019b) & T~ 47 o fE CST 1t ik
CRISPR/Cas9 # %t, KU 'FHCSTLHE HESIKRKAL
f) & —FJ& T Clade | SWEET (Sugars Will Even-
tually be Exported Transporters) st i 15 K 5845
CST 145 —ANTE F Ja 4H i Hh 223K 1 Ty R 71 47 B
BHE M. ESIKRAMIN T CSTLE I FERALEE 1 K
FHAE R E g, FECRILTFREERCN . BRI B
MR RERT R A, — NS ADYWHRFI Tk E S
% A (pentatricopeptide repeat protein, PPR)Z 5 it
2% R NADH it i &2 & 14 ndhB I 5 C 21 U 1) 2 45
Huang%(2020) 4| ] CRISPR/Cas9#i A % gkw9 % [A]
HEAT R, fEqkwOr) ¥ B 5t F, ndhBCE|UZmH
e, SeA1ERRES . ARV B T R T A
F B b7 () R R 2 i . ZMSWEET 1355 & [R] Y44
(Zmsweet13a. Zmsweet13bFfl1Zmsweetl3c) M
H R IA i 3 N 2 — . Bezrutczyk%(2018)i# it
BE R g AR AT = A R, R RIT E MK
BH, JaG MU 2, i R 8RR & v ¥ 4 R 0 e
H.RNA-seq #4457~ RAL A o 556 G F Aok 46 &
PR AR G I L R R AR e s i . ANT  (AINTEGU-
MENTA) & —MAP2F sk K 1, fERYE KL E
R EEAE R . Liu%%(2020)F) I CRISPR/Cas9
FORAE LA B AL - Bk 2R SRAR AR FI 2 ANT L [R] Y 2
R HE TRARAA o IX 2SR AL A4 5 B A= BY (W T) A LE,
T A A R A A K R BRI S TR /N
TR 2 SR, TR A TER, 23
JRG R o' HE e 2 B A, T e £ S 4G R B
i, APRAC B NARREZIL R 7B, Wuss
(2019) F| FI CRISPR/Cas9Hi A Xt Lokt & 5 F 5
A 385 1 Y A ST 45 8 PR PIF 35 TR 5% 0% ol 172 Zmpif 3.
ZmpifAFZmpifs 3E47 m B, K ILTE BRI 241 A K
(10 A s 4y e 110w VR B e e B, X ASEADL
O A R 114 ) 1 6K 55 o

23 ETEARBERRNERDREW

231 H#EmMERK

2- 2T J=- 1- M ot i (2AP) 2 M T B R /K ARG v 4
(11200 2 il 14 5 A 420 Jo o 1) S R RURAL S0 - BROK AR
bb, ZRIEY) AR AE R IR D7 B, 8 RIL

SR B S B i AU 2 (BADH2) 3G P . Wang 2
(2021b) X} & >k BADH2 [H] J& & [l ZmBADH2a 1 Zm-
BADH2b i 17 CRISPR/Cas il [4:, 4= it ZmBADH2a
MZmBADH2bXUHE R AR . FERURA A, Tk
HrEAFRLE 2 IR AR T, H2APE &7 . It
A, 5K H1%%(2021) I I CRISPR/Cas9i R 7F T k45
Je i A ZmBADH2-1 115 44 t4 /A ZmBADH2-2 i3 17
RSB, U R R AR AT R (R 2AP & 2 5 0% 75 1Y
IKFEARAA,  EH B H B R K& SR B oK
Pl . FEHE(2021) kA FE A58, #E 8 K KN355.
XCW175 J LNOOSMEE1E P 1) 22 Fh 87 18 A ARe Bk oK i
Rt 47 A 7T, I #4922 1 351 CRISPR/Cas & 4t # 4
T BADH2 2k PR 3E AT G 46, I3l il R A B A 3 1K
R TN E R, B EHZANHHEEINEK
HASRHT .

2.3.2 MESEHRK

T K I A AR K BH BB 5 e R 16 2 e (BLFE ATP
FINADPH), FH] F X L G &6 K 1 CO2[# 72 B
Bk, B S AS — RYVAEA R N ADP- 4 & HE
B ATEVER A B BV T JRG ek o it E ORI
FEMLH 2 — 2 T KSH2 (SHRUNKEN2)ZE [ (5 1 i
¥ G PG I 1 1) DG B R TR ) 1) R AR, 1% K DR g 1 I L
ADP- 7 %j ¥ £ % IR 1L i (ADP-glucose pyrophos-
phorylase, AGPase) ) K3k . SH23E A AR 5 T i
SECEN G BB PR B, AT B I R Y =
Dong4(2019)F FH CRISPR/Cas 94 A #! [i1] 2 #5: SH2
DA s — A M e R AR O G BERE IWX. (WAXY)
(GRS E K 5 ), A1 2 A sh2sh2wxwx 5 ] 7Y
frwx i &, HE s R ERS. 5% % (2019)F H
CRISPR/CasQF; A K 1 12 1 i 4 52 6 8 55 56 K PA ek
AR, $em R EEm & &, N T £
KA o A, 35 DR g 2 T ) ) 1 AT A A 1 v
FHREFK, PR B A MR &S B AR . 8
it CRISPR/Cas9 £ AR & s il B Zmwx1 1 Zmsh2 &
DRI, 0 36t EL AT 5 2 0 P R R AR A 1) K R A
IR T % A8 RS e L AR AR P 1 A

233 HKRFEMEMR
A 5 K RS 1 2 B A WX TR ) R AR S . 1235 (R G
filh () BB HR A BB (granule-bound starch synthase



1, GBSS Iy v HEEE M & T b 75 . W LR, WX
R RAS S EE R LT N E SR T 8D ST,
F K BURFRLAE 24T Ja 2R D0 HH A s 1408 B P RN 86
F] F CRISPR/Cas9 % [X 4 45 Hi A, Gao%%(2020) %}
Zmwaxy = K3 T g, 51 N4 kbAI6 kbok Bk 2k,
B RO A B w7 B R BRI . QidE
(2020)K F CRISPR/Cas9 /7 i % Zmwx 1 3 [X it 47 41
), K ZCOL K it Pt A AR ks oK o I R 9T
7~ T CRISPR/Cas £ AR 7E 5 # £ B T K 38 A% 5 P
FEFE AN E 77 THI T BRI 3R R T 5

24 ETERREREANERNLEEH

241 REEhERYE

ZEFFEIRAE B ZEFF AR v, HL2 BRI o 2 B e 2%
PETF B BRI K. R, TRZEFRE 2
THEIEME A, SRR HIERRK . 1E R KR
RE ™, STIFF1E: K18 <8 M (.. Zhang“$(2020b)
K H CRISPR/CasQ ¥ A g # STIFF 15 P (45 7€ 55 iz
B, 0 RE T ERERMALERMA RS
o SOLFIRNtLE -5 0 5L PR 7 K R AN 22 o 1) B
REFH IR “Gadd” . LK, MARIAE
S B AR R 1o (AN B A= B MR 0 2 AR AL R TR . )
CRISPR/CasHi A&, Wei%%(2018)# i % & £ 4w i P-
Wi & H [ Brachytic2 & K] (qpal) 1B &7 B K . FE7E
qpal kA i g — AN AR F R 5l N 241 bpilidk, 58
25 {7 3% TR R B AR 77 B I8 355 PR AR R v RS A R
BINZER . TEARRAAE T, EKPHYC2E F e T4
MRz Ana s, HAet 5 5 SEPHYBSAH EAEM . 5
JE 3R 1XZmPHY Cs RE % #1240 B IF phyC-2 R AR A 7E
Frear 4 FRIUR AL, LiZ%(2020) F I CRISPR/
Cas9f R & 7 ZmPHYC1 M ZmPHYC2 X1 % (A it
BroRAAR, TR H &M N iZ BRI 72
(I RAE R AL, 1M A ZmPHY C2 Pk 2 BIL L Ak v A
Tl BRI

242 REMSMK

I EAER, TR RRRSET, SR A 2
TR, RRY RN S PIEE 2 WA RS UR R,
H AR R A b s A A B e 8. SESeBl ™ &
SHUER R, RBEAE TR B R i ] P Rk
PRAR) 52 Mol 0 %7 25 SR 4 7 a5 R 3 A A AL A (9 L

SRORAE: g ARBORAE TR W FC kR 989

%, 2024), fEE KB R, ARGOS8E[AE N ) mi
JSFR) SRR DR, oM b v e SR . M i R A
ARGOSS8 I FAF R 1] FEARAR R X M5 I BBUB I, A
TREM NREEYr= 2. Shi%E(2017)%]FCRISPR-
Cas9fi AR, LAAM £ KGOS2) 3 T # #: ARGOSS
()5 1, SCHLARGOSSAL A5 ¥ i 5 [K 41 DNAE
M, AR RARR . SEF AR, SRAR R AR
TR e R R R . WangZ(2024) 18
REFE AL, 4w g i B k£ B AL BE E TA
ZmHDT103, & I 1% % B E T K4 0 5 & g
ACHRAT e B, 3E T A I CRISPR/Cas9H A A1l il 734
MR R, 3B ZmHDT103/ChinaMU S48 {4 , 7£T
P& T, ZMHDT103 R RL) B (11568 1 W& =
FEAA ., Pan%(2020) & Bl £ KZmSRL5HE K 47
PRI i S TR AS R A AT e L G B2 il Hoo)
TR BRI 5 . 1A, BT CRISPR/Cas9Hi A4
JS2 P 24 S5 A6 6 DR R AR A [R) R S URK, itk — B IE
2T srIsHIRA,

2.4.3 QUFIHBREIFA R

FERBRVEHE N, JEAR PR 3 B EY80™ (¥ 3K ]
2o U B AU S B (glyphosate) A& —F N A T
W IBR LR, AR ML 8 i A i S A T
5~ s IEE AT ) 22 - 3Tl 2 Tk ik M & IR & LB (EPSPS) T
PR 217 . Kaul%5(2024) F) fFICRISPR/Cas9/ &
(RIS R 5 S 1 v 2 O e 2 O B R0 oK R,
o @ bR ZmEPSPS JE A ) £/ 57 X 45, Jf fi A HDR-
GATIPS-mZmEPSPS 52 L ZmEPSPS 3 A jr Bt &
e o IS G B T KA R TR RLOB () = B AR g, T
TR KPR AR, o 2R 5 B A4 A
L. SvitashevZ£ (2015, 2016)i# it CRISPR/Cas9
FORX T AR & g2 (ALS2) R #AT T
KEtfasmiE . FIH—BL127 bpfIDNATE NIE B RR, L
LA 5 S 1650 I R In 2 AR B it . R E
KB PR AE e & S0 % (chlorsulfuron) B 5 71 3R 55 1
Aefg I AR K . Li%E(2020)F JICBE £ 48, *f £k
ZMALSIHMZmALS2 AT %48 . 4R J5 I B oK i R7E
JEAE R AR R A A AR o S BLCBE A s, H
£ ZmALS1 4l 4 A 5 ZmALS1 F1 ZmALS2 X 58
A, T A S R B SR ) SR R A 1 R R B
ok, B4k, Jiang%s(2020) 3 T PEST Kk ZmALS LA
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ZMALS23E K AT 9 5, 45 R 50 7 53.2%716.5%
B e FE DR PR &R 3 51 N S6211FIW542L R 4% ; 4.8%
[ bk 2R 75X 24 ALS 25 [R] 45 2 3 4645 1) S6211 5
A, R 4.8% Kk R [F I & A S621IFIWS42L W H
RAF W E R Z B BT ALSHI 1 5510 1) Bt ok

FIRETT -

2.4.4 QUFIITRFAR

MR, FIHI 5 R 9 50K, %5 7 2 CRISPR/Cas9
FEARSE i TR PO PE I ST il id CRISPR/
CasOF AR 50 AR BLAE R LN, Rets 3
P KRR E HE R B AR ). B, oK
) B (Ustilago  maydis) A& 24 5 £ 7™ 8 ) KK H 2
— . Pathi%(2020) /& I 1E R B AR G4 fa oK H T 1D 4
1L (lipoxygenase, Lox)%E K ZmLox3 MR 1A & i %
Fhvar, g5 P A R B AR e B R R AR
M. FIJHCRISPR/Cas9# A X ZmLox3%: K %5 151 &
THEAT 58 U, 159 301 FAZ R AR 2 L T JERD B
SRR W N R ViR 7 E o/ N TE 8- R
T oK 45 i a2 Bl K 8 BB 2% 0% 46 9% 7§ (rice black-
streaked dwarf virus, RBSDV) 5| &I E. HAE
W1, oK ZmGDIak K % % i) RabG D P fif 12 101 il ]
TAEFEWLTE A IS S h R PR AR, JFf e &
KR 45 9 1) B BB IR o Liu%s (2022) 5% il CRISPRY/
CasOH AN g A7 1l W E F/EZmGDIaE R 55 151 2.
FF LIRS T R 730 bpkt, 7421 bplf)4di AN
32 bpHyE R R I8 LR B S R R R
B, ORI AR R MR R I R AR Y, i T R
BORZEHE, HAREIET 455, Mk, HEF G 0%
R R BRI ALK K E /e R EHHTtRBSDV 1)
e 11 AR HRUE (Fusarium graminearum) & £ oK =%
JE 9w () £ EEEUR B 2 — . fEREYIH, KA (jasmonic
acid, JA)VE 9 I IR ER 21556003 5 IR B 8 S Y
TEFRFIR(E 584 %, COIl (coronatine-insensitive) &
&R 24K, JAZ (jasmonate zim-domain) 2 A 111
RIEGORAEIEH . Ma%s(2021)#] HCRISPR/Cas9+%
A %i 48 £ Kk ZmCOlla i ZmIAZ15 3 K, & I Zm-
COlla-ZmJIAZ 151 FH A A 1 12 5 K0 7 25 AR 9
otk I E . AETCIASE T, ZmIAZ15 5
KA TE5 G, M AE G EE R ) RIS, S AFAEIAS
%5 B, ZmCOlla5 ZmJAZ15 A1 B 1 I, 5 £

ZMJIAZLSHEZ Z A AR, AT AR 355k 77 A AH 5% 25 1A
(0] . 37 A, 22 4% B (Rhizoctonia solani) 5| & [ 4L
i 7 L i oK AR, AR AN O3 R P A 3k DA 2 S Ik
/3 #r(genome wide association study, GWAS)HEl|
ZmFBLALR CHELA o T %% e 14 N R A i zmfbl41
(mu1059763) 40 ML B 5 aR i i1, ZmFBL4L
WA REIZ RIEHME SR, RN FE &M
PRI it UG IR B A, AT PR AR R R IMAR R,
K5 G (ZE R TE 4, 2019). FIRETF IR RS
PE R R EDE . FERRET TR AT RS R R D5 T
HAE BN HNME.

3 RE

3.1 BREERSREEANLZRIRK
BRI B BN — BRI AR, M E K2R
AHEBGYW . SR, T2 TR AR EIRE
HE Ah R AR b, 3 B E L2 A ¢ U 52 1 £,
KT EZ . B, FRE kTR E R R N g
AR, FTHEAN ARSI, BRSO BB, £/
B B SRR 22 4, HEBN AR K R
TRl o KR E PR AT A, 7 R DR g 5 40
SR T SRR TTHR o 0 AR [ A TE B R 4 A R A B R
(R EEAS TR, AR R T RAH E
HIR =AU B A% R Cas 12ifliCas12] (Bai et
al., 2024b). 5T AL, fEEAREME.
BRIy R T AR B 22 57 SR A NGER T
TR 7 B R g R R A T R M E AR A, 4T T
FE A AR 2B, 3R I L DN g B AR (1) B 3= A5 A
WAL R R A T BB M SRR B3 A
i 1 H N TR A, F1H Cas12ifilCas12)%
K] 2 4 A% TR I T /K R R R K 55 2 R W ik AT 3 [
MR, BEHEERRREE M. KA RIS
HUH B ET RN S 1R, JLR TR 7R A R g A
CRISPR/Cas12ifICRISPR/Cas12j. {5k [l ik ik
— &R T CRISPR/Cas12i 5 ik i1 #7 i i Cas12i37E
TR 4B S (L et al., 2024). A AT Hr T
CRISPR/Cas12i37E/KfE 1 M gm 2%, i 7 £
B S gk R AR R TR, N E AR N g R
THRFEAE R E BT ARATTIE TR — A 4 B (1)
TR SR R J R DR A il 10— M P Ak i 1) -



12 -5 B2(ES-CDB)” #%:(Cao et al., 2023). XFiJy
HAER [ ARG RN g R AR T I R P IR, AR AR
YRR AE SE TR 54T . LT VR BRI R G e
AR TTHE, HESHHAETE {2 SURSH - w8 A1 BA i
LRG| RS P AR R H S A, HfRG R
AZBEARTE R R AR E A, st B 5l
SS9k 8% (ePPE), KIRIRE T 4w %% (Zong et al.,
2022) . A1) F AL Bl O RUASE B (1 45 R 0, #2408
40 = B AL T, R R — R EA
H = 50R 72 AL SAd7-CBE £ 4t 9 24 i 3t 4 46 T B,
(Huang et al., 2023); [FIJF & HE A CRISPRIK
A3 g T H.CyDENT (Hu et al., 2024), #J7E
MR ZR LA RT3t A 8 D] 2 r s 2t A T B g
W G R o 1R B A B JE 5 A B R 4 T LT 1
THRNGE A S 0, S 35 4 T 1 Ji DRI 2 4 P oHS vEE FEE P 2850
o, i, 3T Casl2afi ¥R RNA 51 5 4 5 85
(CPE) (Liang et al., 2024) 7] [A] i} 4 45 2 18 44 L K]
FEEE AT 5] 3 Y 8 T B RAT 5  E EZH,
FF & T PrimeRoot £ 4i(Sun et al., 2024), A Sz
YA IR 11,1 kbR BEDNARIRE € siddi N,
ZR R BT K F BEDNAKE #E 6 N B ARAE AR AW
R RN ISP N P

32 BYHEERARAGEERERERmERMR
B2z

B [N g BB O IR AE I BOR AT il e A AT B
BRI TR, JCHAETR AP BAGUR 1k DL SRR
S NPT TR B B 0, AR OK BN
REOCE R . TR A R AR e, 15
LA W T 1 T VR (e o) ME LB N T R
KM, BEAh, RS R A FUARREVE AL P 5T i F2 Ui
A, BB R A 5T 4 21 5 B KM RR 10 AR A AR
PR X, ™ B RR ) R DR 2 A AR 1R AT 0 AT
Bl o H RS L ARAT B A 3 AR 35 o S DNAIE J7VE
FE FOR T I AL RCR AR ol AL, SR, BOK32
B R R R AR B, S LASEBLIT A K A (1 2 ]
G o WOILIR I — BB TT R . (1) B S
AL B A DL 1A% G838 A e 40 75 30 250 IR AR 0K it A
I, A 5 4 e R 2 AL 10 2 e R o B R 1%
Ao FEABATHARE IR, EIRAE Hbrah A
SE R ARSI, AR 1B R AT

SRORAE: AR AE TR W FC kR 991

AR AR (Wang et al., 2018). ok, FIH [H12E
CRFFHT LR A R, I o 38 S s 6 11 K i 2 T
T G i 2 A B b i B EE D W) 8 (Wang et all.,
2019b). (2) FIARFLARIBIL RS AT TEN GUEH
P& G050 E B (GFP) L 1 5 kL 5 168 St b 7
Ja N TFN 34T i S DR (2= 55, 2013), BLrEm]FIH
G PE QR ORI E R Ak, A A5 3 R B ik B Ae A
WA, 2018), @I AR AR FE i S I A IR )
NFIZRIE, AT Ay R g i 45 AR AE oK o (09 B FH 4 it 5
. 3) ETAKIMIERFMGRELMRS. FIH
Baby boom#Wuschel2 (HE4)1 4 & & H ) o
A TR 1) 4 R OK IR 38 A% 3 40 &% (Lowe et al.,
2016), L2 KA FE K BbmAWus2 15 F 2 238 & &
KEVEEAL R IR BRAR T 2K B (Lowe et al., 2018;
Wang et al., 2020; 5555, 2022). (4) KA
BIRL R Gt . FERADE AL B A S, 5 ) 2 7 TR X
B (0 T oK), A% 88 BT R ik 2 48 DG 3
A 2 495 THT e 2 285 2 A v P e o DR i v B3 A% 1 850
2, BHIFN AR I 5] NES 0050 B SORL, AT )
= ok Z5i(Anand et al., 2018). XAVX 1L T
BAERAR, A BIRT T B AL R 2

33 ERRBLEEBRATKERRESELRE
RN
AR, B RS TR R B, LR
CRISPR/Cas R4 K &, ARG A1)k R 24H 42
BT 5 OR ) LR AZ R AU [ A AP 2 0T 5T
WAL KHES) TR0 BT FAEY) TR SE AU R JE
SR, X TR A [ B[R 5] 7 A3k Bl 4 o 36
GEMMBEEBORN T Zitie. ERE, ENmEE
V) AR BE A o 52 BELROL S (USDA) I R, #5
B R i AR Y K 51 NAMJEDNA, H HAZ SR AL ] il
WAEG GRS, WA WA N Y, BIA
RS I GMOTE IR . X —BOK S 7 BHL B#r,
el 75 35 [R] G LV 0 B S DR HE Ry T 3% IR B ) M HE
ZRON B RS . IR B s B 2018 4E [ kA, 1
CRISPRA% 37 4 & I8 9w BB A 7™ A2 IO VRV N 52 31 15 3
SEDREDDAR R R AR 20 3K R R 25 BT A 3 e I
FAR S R I8 =5 20 0 7™ b 1Y) 22 4 VP Al AR St
FEA BEIRMEFP A Bl A 5

[ oF ke [R] v 0 A ) M ARG R IR . AR R E
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TE LR G 00t 50 77 T A T B BR AT 51, (H7E 6 Mk Ak S
R R A s T B . R A2 R S AR E
W BRI R TR A E B . BUR B A
TREE T VPl B R B R R 5 s, JRER
JIT A5 355 IR 4 8 A P A v Ml A 2RI 06 20 28 st 7 S 1) A
W VP o PR A B A G 1 2 Ak, B
FE O I AT R P AR K R . e Ah, R R A
SRR VEVI O A 5 LR R LTRSS PR S U, RPLE 58 4% B
WA JAT, RHIR T EA . X AR R
T AR Bk A7 A ) MR AN A B 22 A AR, DA TE
FEARHET L SERE SN AS MR, W PR B R AT

BT A AR Bk ik . 20224E1 H, AR EREH T
ANV FE R AR 22 VPN A B INED) R T (KR
VR K g B A 2 VPN PR R (IRAT) ), X EEDE
T ARBINAMEEE R R R A, - ARHE IV 7E X
GREAT 2 VPl . 20234E4 H, AR ERHEL (K&
b FH 3 R G R AR DR 5 4R GRAT) ), A AR
WEE 22 4. B e SRV 8RR 7 44N 7 T f 22k DN 4
VIR 2 A PP HEAT T VEAIE, DABESR CRL 3
DN G AR A ) 22 A VPN 4R R (RAT) ) (RS . 20234
AF128H, LMRMEREA T (20234 & Mk £ K 4
WAV Z A RIS ) |, X hrEE P E A E
AR K DR G B0 11 22 4 PP BT TS T R A X
1k & .

B g 33 R (INCRISPR/Cas % 48) It bid % &
T, XFPE R ARRA B M LR IEHES) 2RO
B Az R R R Gm A E Y 7 7 o X — AR
B AR BRI T IR SN, 2B AR K
A AR SRR R T sgma, RAEW) A 7= e 2
FME A RS R . [N, BEEEMHEL . B
BB A (R 3 50 DL B 8 A2 BE I3, A R
52 HE R Gt BEEAE AR 9 R B B i 22 4 FH AR 25147 1)
PR RTT R o FE gm AR R A8 FORS HE 0 R R
HEXRNE RS, HHE5 AR N — 81
RIER AR

{F& ST ER
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Research Progress of Gene Editing Technology in Maize

Qiang Zhang', Zhenyu Zhao', Pinghua Li*
Shandong Agricultural University, Tai’'an 271018, China

Abstract Gene editing technology has become an important tool in crop breeding. Maize, one of the globally most im-
portant food crops, has been shown with great potential in the use of gene editing technology in genome research and
breeding. In this paper, we reviewed the recent progress and applications of gene editing technology in maize research,
with a focus on the latest achievements in maize genome editing by CRISPR/Cas. Firstly, we introduced the basic princi-
ples and types of gene editing technology, particularly the working mechanism of the CRISPR/Cas systems, and its ap-
plication advantages in maize. Secondly, we summarized the research progress of gene editing technology in maize
breeding, from basic genome editing to the editing of complex multi-gene regulation, aiming at the improvement of key
traits such as yield, grain quality, and stress resistance. Finally, the outstanding research work in maize gene editing in
China is presented and the existing issues of gene editing technology in maize breeding are discussed, along with an
outlook on future development trends.
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