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Abstract: In the era of data explosion, the global demand for data storage has far exceeded the existing
storage capacity. DNA, the natural carrier of genetic information, provides a stable, efficient, and sustainable
data storage solution. The process of DNA storage is divided into six main parts: encoding, writing,
preservation, access, reading, and decoding; and nanopores are widely used to read information stored in DNA
because they are capable of detecting a multitude of signals including DNA sequence and its modifications and
structural variants. In this review, we systematically introduce the principle and research history of
nanopore-based DNA signal detection, and the applications of nanopore sequencing in DNA storage. In addition,
we summarize the applications of machine learning in nanopore detection which presents a new direction for
the development of nanopore technology and lays the foundation for building a better DNA storage system.
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AEXPHERBEAFEEMNEESTE, BIERAGEAENEE, AKIARHHR
TR, BET, BRONELF—DEIRBENRR, BEURAMEREMERNED R RES
REMEET UIFKE . FEMDT. R\EEFREIE2S) (International Data Corporation)
WM, 2025 £F, £EREURE AT 188ZB[1], XL BEBHIBNREEBEAEBNEEN R,
K, EIBRMKE, EHEENRERTBREBEADERBNEEY. B, IHF
MEENRERBEBRE. DNA fELRAEANEE, BT ERFHENRI AL
the: BENEERE (455EBQY) | BEBMIAEN (EIHEIEE 500 £ F)) | dipse
FEARKRE. TR T IS, Fi, A2 DNA W R TIERSEm T .

SEGHTFERAR—F, DNA FHEIRRER DS AR RID. SA. RF. BE.
EE. @R, B, BAMER, BENNBEARMNF. B, EESHAREATS
BENFTDULE. KN ANAESMFER DNAP P, BERENFRAKEHHER
(<200 bp) U9 HEity, HRELERABEFFIAEER T REKNEIZEIER., B,
EE SR B REH T S 19 DNA U SRR K SS9 F IS M S R0Ea.

ZEDFIRFMBREHOEVIIRBER, NERNAFRTHKIENEAR, EH8H
FRVGBRESMTAEY P, BEBEALT, BAOFEIMIEMRMEM THEANRKIL, 7
IhESHRE, ATISIREREL., BESWERERE. HEME. FRATL, HX
L3k 460 DNAMY 18] RNART gk =i w122 Rt 1= & 5-DNA E449%)
%, H, WDONANFHEARINE, FEFATREEARI. BXLE, F24X7
R4 (Oxford Nanopore Technologies, ONT) B2 F 2014 EF & 4 7 75 A B MinlONP4,
B8, SUKILNFERAE R TR AT DNA FH# RS, LIRS FEIR ST
FIEE

KERBNUTHAEHTRGMER: (1) SRR ARBOEE, (2) GkILEN
BARBRA, (3) BFHKILKNA DNA 7764, (4) MBLIEMKRABRNNRA., &
MFBBE AR, HEHPKILE AT DNA FEEARNERE.

2 GERILMB AR K B

KRN A R — TR T 1976 FAIBAZBAFRUFEAM, Bl TR Nz
FLAgESR, ST AT IL A FRITHEE. 4540, Sl FEE A8, AN FEME S FRIMEA,
KIS T AERRIR R 2 F 1R T EArc e a7, 3 B+-4F# (ONT
iy MinlON U #{%{X 90g) ©4,

2.1 GRFLAI A — AR R 3

R FLAS M B THEJRIEK (AT Coulter iH#is7, £ NTEDFEBZNHER TR
A LKL, FEBRNERERY. BEELT, AXABAHEEEEERHE
MHBEYES, FHRBEBRRUART. YEMNECEER, BRRBEFESBIIMKAL
HABERM=EBR. TREETHEE DNA 5 RNA 5 FEMak—M (cis) @IER—MN
(trans) Z2IF4KFL. HBEREHR—FDIAES (motor protein) =%, ESU—EMNA
FEEEBRS FRITAMKIA, RO FHEBIIRS, BFERNTUSHKRIA hFEZE
FRFFFIEXS R, Bl FERRENEES BB RBEMZERFS, MiKIE NS F
FSCRENR, BT IEHEBERERIN, DAEALREMRIeEEER, E%FENS% DNA
(double-stranded DNA, dsDNA) = RNA-DNA X & ek B 550 FimiTmKFL o

WIS ZANKFLARLEES, o ASCELRAARM AR . X ONT £ MinlON 2541 (B 1 Frow),
H—IMHKRILERTHEER (microscaffold) | Z N RAMBEERMES] (array of
microscaffolds) , TJFEZ MY RILEERAFEAIRPRERE. BIMBEIREHESBR



XY, IZEBAREREE FRESRESISA (sensor chip) FEEE F. SMRAKILBIENIHE
HIMNEFHEMBE (application-specific integrated circuit, ASIC) BYRIZHIFINE, XI5FE
R #HITZ N AKILRR

M mxa

IR,
P2

/ 2 5RE5 & ]

-

GBI MinION
K1 gksLal R R FE[28]( Copyright © 2008 - 2024 Oxford Nanopore Technologies plc.)
Fig. 1 Principle of nanopore sequencing

2.2 GORFLEIFIR

B8], WKILFTEEHAL: EYRKILNESHKIL. £YHKIEEARTE. K
RIS FES S BYE AEEH A, BRI ER L4 1~10 gk ayH 7M7) l12) 2,
BEIZSHKALZEBEM AL (40 SNy FHEmA, XESMRANERTNT KEH
Bk, B TS MABEY S FMESY . BTHEBRSHKILNER, MBF/EF
ST BT B, TINEK RE HIRAAK LA A/, (BREX FEMLK
7L, BEAGKILREBRAREL ., RTEDAKIL AU EW T L — SR KT 545
ENFZEMEEER, REEGREEEERY, FEMKIL T INEER PSRk,
R, EREFSF BT, EEmHKILBERS G IRAREARILEMILALEY
MAR, NEE—EHpHE. BENSFRETTEEERNET .

Ak ILEEAH o-HL (o-hemolysin) B, MspA (Mycobacterium smegmatis porin A)
B8 Ael (Aerolysin) B phi29 motor?, ClyA (CytolysinA) ¥ OmpG (Outer membrane
protein G) % 5712 (BARILBERARA THREREER) TS, a-HL (~1.4nm) |
MspA (~1.2nm) . OmpG (~1.3nm) F0 Ael (~1.0 nm) &EHF &4 DNA (9Hf5, BEAR
BERAFRAMSTY, WW5E DNA F1HFEE G R, M CylA (~3.3nm) F phi29 motor (~3.6
nm) 2 EHBIWEE DNA HF . B—AEBNEZEWRAMKE, INRNUREEE X
EE, 72 DNA SN, FLP RN E F 8RS S TEAKIL DS SARTE R
P, MRIEKELK, SSBERESREMDMZTR. Flm, WeEDNA 1, FHA
A EMEEEAN 0.34 nm, EEE 5 nm K B-EH o-HL LT, BRINEFE 15 M EH
HMIRE, 28 A MOEEES, SBOERMED. i MspA R 0.6 nm HIER, 2515 H
F DNA UFHIBKILZ —.

BESMKFLEEMEBEITESR SiN,. Si0,. Si-C. AlLOs;. AREFESE, HNTEMPX
7, ESHKILEREN. ERRESTEEEBENSE, ERZMRTFUNONESHIZES
KT, BRI SRR A E 2B YT ™. B2, SRYKILEE BERRMENY,
RAZE T R RINES R A BRI,
3 GURFLAR B AR K BLF

WKL ARBIE AT TRHENEFINAFA ™), BE, XA BNNERE



T DNA UM W41™). %, MXIMRAERETUF CELEATHRTSE
VUZERFER DTN, B, WRILN—DXBABETERBURSEER. INfFihiE
SHRERERD T, XEBWKILEBEERBRENGF L5 F, MTiSSISCR M 2R,
PARILBED TSR R AT NENE FRAES, Fo BT —ENE LT
W RESH BN FHmst™, SEUERMES, PRILBNERTBTFRARLHYF
HFHE, HFERLEFRZIRG, FAEEMOFHEBRHE. i, PXIARBRANHEET 5ER
SHAIRE R H(E SRR ER S R B0 FFh2K[45], Eit, K7L IR B TREE
FEENAFIZHMINA, KR, EERIREDES TN HBEDIRSIEIRF,
3.1 BRRRA

2K LN R AORES B TE 20 42 80 FEA, FBId KA FIEXR DIAEAMN—RIIFEA
BB IUTIN[46]. o-HL 2FE— o] AN E] RNA 1 DNA PEEE R AI0KFLI11], BFAEH
o-HL ] PIIR 7 DNA (g, X B R EEER DS FHENXE—F. EEHT o-HL H
FLERK, THERHIERFS. £ 2@+, Lieberman &A@ 5| phi29 DNA B&HEs,
RA LR 7 DNA fId LR, M SEEE 7 & 2251 A9IR BI[18]. #8X F Z BTk = 2 A9 DNA
WAL, DR EAMSIAR RS TiTFLERE, AR 7i3FLA DNA S8z 12K 5D,
MRS T HuRmE™.

B TR E R DNA. RNAIEEIASN, B RTEIKILIN AR AR R 9546 M 3E R ARZER . 3F
RIAZER (xeno-nucleic acids, XNAs) —f A T HEMAZEREMY), BB AR TRAELE
DNA F1 RNA f9#EEZ32. 7£& 2(b)#, Yan Z AFJAH NIPSS (nanopore-induced phase shift
sequencing) SEIT 7 FANA (2-deoxy-2-fluoroarabinoic acid) g9 & 50 FF 77 7% [35]. BT 45 FANA
5 DNA IkspshE s, {14 I phi29 DNA B&E5HY NIPSS T XSCIE FANA f9E #0
Fo Yan B9 TEUERR T K7L o] DUB 42 DNA. RNA F1 XNA,

3.2 BARIRH

ERARPWKILNFEABERT DNANFEREZ L, TEBTEARN=ZHEHE
ZM . ZHUNBEEIHUREREANRERME, REQL, RAAREEREBT—R7
R R T ARIX LEXE R, Yusko AT FAXE BIZSHKILFE 7 2N ERRAEMFAR . FFR.
B, Y BESFBIRAE[21]. toh, REMEYRAT]. EEEME[48] I [49]T]
MEZNEEEDMKIL L, BFEASERAER (ME) RheiRiFeRERIEAR.
7E [ 2(c), Fahie Z A FI| 4R H) OmpG ALK FL A= IR B B Fhd & ZHUAR[S0].,
tbsh, Bell AR INFIBE EARFFHESYEHE DNA HEKIRH1E B R[51].
HMEAREM A RE SN RN HTILEE, —FRIEE2EISRETHENRBETLS,
FREEARTEF~EEBMNESHN, HINKEMN 250 £ 750 MERERAENELARTH
o-HL[52], A—FEIFTFERETE CytK Zi KL NPT T R BEHNREN, FSBRBRUE
FEARBYFTIHKILSS].

HER, BFARNERBFIRBIE 20 M RAFTERTARS T EARK. £ 2020
F, FER Ael KILERIELTRURAIE A 13 MFmERK[54]. FEMNFHIARH#H—PX
M7 220 MERERNBPRLEE, FELHTTRIKEFIINE. BETH MspA F/\
BAPKILANXEELRIFTE 20 FIEERR, XeEIRF NFHEIEEEE (Protein translational
modifications, PTMs) [55], A—IARNERT 2 XRERORRESHARE &0 01T
it o-HL pL3IX 53 20 Fhig B EL[56]

X B EARERRAMUER T HKILENEAERREAR=ZEEVER M B
MEHMINRTERMIRXEZERM EMNTTHE, TEARKRAESFEBERET I
e, MEEXNFTE 20 MRAGEBR R ST PTMs 1R3I8E HEIARKHEH, BMNTUTAES



P FH R DNA 2 S BUE B aR. it £, ERRFIINSHMITE DNA F
5, XFESE—MRERAGHIERNELZELS NTKERSEEHFERE. It &
HERFEENEBIRIRST NE—FT RRE =, +EJLE’Em5FDé’a):'/AE’JT STFE,
3.3 THLFiRA

BT HMED DT, PXRFLETATRUENUFEDF. JiaFEAT 2021 FiRH T —
FETFRKILNFFRA R O] RIERENI 0K £ a8 (programmable nano-reactors for stochastic
sensing, PNRSS) AR FKFE LR NS R R[36], #@id PNRSS aJ I E#EM
ZIEEET. AREAVLEY (WAR) MRERODE ZHENTFRN. WE 2(d)
F7R, PNRSS —Ilz){i,a”: NI BT, thoh, IR BYRSS IR T %IES 7 PNRSS £ RS
R, BB EBFHOFHRRNRF,
&3%%%&%&%%%5

S5XREFENEREL, EFIRARTEANERMNRRYE, BEFERSHBEE.
T MeURt. SR THWRANREMEMTRES, PRABEEAMENERCNL,
T o-HL 2K FL 0] IX IR 3 M A E #R R 2632 9 microRNA 7>+ 5 B2 HER R, Wang
E AN 9B B E MBS P RIEERM microRNA-155 £ R EW57]. LI,
Rozevsky Z A & 7 RT-gNP (reverse transcription quantitative nanopore sensing) , —#h7
Eai{k 531546 RNA E2777%5[58]. RT-gNR A A KA R R ATRE( T RARESEXE
MACC, # S100As, TMHEIESLILT SARS-CoV-2 197 PCR 1 ,

(b)
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(2) phi29 DNA R A EF AT LAfd 75 DNA [t FLEEBE WS, 206 5 BOAFTINE F B, R dii [ B A s
(Copyright © 2010 American Chemical Society) [ (b) NIPSS %f FANA EL#:ll 7, ¥/ B2 FANA [X
B, R i BB IR () OmpG @K ALA AR, 1E I R B B AR (Copyright © 2015
American Chemical Society) B% (d) PNRSS 4> W=#4y: $TRX . MK . 25| X, @it kR X 10
FIFi AR NiZ B 7, hn i 5t
2 GURILRMBA R H

Fig.2 The applications of nanopore detection



4 FEFHORFLEIE L HUY DNA A

BARETEIREEMN DNA SARTFEEFITRIIIARERRT (MEIIE. HR
Exfb. AEFRESNEDTE) NTIHAER, B2 DNA EFEBSHNEESTREMBEK
HE, ERABER A T —RIBEFEN R DNA RIPFARTRIPEEHNEBEAKR
2= DNA 7B tERT B N7 & E[50] [61]. BRI, #AKFLTI iR%I DNA/RNA g9/F7
B 5 EBE, TR IARE RSN 2E B4, Eit, DNA FHEEED B
(1) EFFF5IH DNA F6E;  (2) BTEMIME1HH DNA 716k,

4.1 FETFF5H DNA %

WNE 3()FTR, DNA BREREREN HABAT: (1) HID: BEEBTRELE
RT0AYL DNA 75, (2) S £/ DNA ARG R HBESMN DNAGE, (3) R
TEERMEIMELHIRTE DNA;  (4) R FEYLIAD4SE DNA S, (5) BB FIAMNREF
KARIEEETAE DNA 48 FHER;  (6) @D MNFEERMEEL. BT, DXL
AW E B TEERI R,

7£ 2018 £F, Organick AR FMET 35 MAEMXH (2L 200MB) |, HFEAT
1300 AN EALERR, FHEFEAYKILNE, TERMBEEYIAR T SN XH62]. bk, ]
ERT 7T HNBBELERRALIEHESR, NMBRETHERBEMENNFESER, 2019
F, Lopez F ANfEREHERNGKFLNFEE MIinlON i Ih D 7 776472 DNA 1 1.6MB (915
B[63], & 3R, fMf4E4ET DNA BHEERMKILNE, KRS T HXRILNFH
FHE, FHHEHXFEELARERTEEE DNA I8 F 4K LN R

(@)

... % _)‘, %
S| GAECOATGS| BNAZH
O- - =
S ®
0001101011+~ | | %%% R
L S

X1 DNAjt:
~ x@s / = W i) WS

- - =

"'» =) = =
AREOEEERRS T RS
' el [//\\\

/A
N /DNAZE§ 5000 bp

& B FLEE
MDA DNASRE: mzﬁg

(b)

()

=107

@ | EEPCEHIE | e ALH
BENOME Ve
NEs A
2 Rl =
Insertion/deletion/substitution o
1 \
RPN o —— ;im-&g@ ;\@?‘

wE 1

(2) DNA fHi i fe 5L G i 7425 L 7] (b) Lopez 5 A 1Y) DNA 174 FE[63] (c) FRE A T3 ti s il
DNA TEA# T2 [64]
3 LT DNA f74E R 4
Fig.3 Synthetic-based DNA storage systems



TMXAXBRT DNA {KSMEAE, KL PR e AT DNA (KA 7%, 7EE 3(c)+, Chen
SN FHERT —FBBATLER (254 AHE) . SSIT DNA KREME64].
11%5& LDPC (low-density parity-check) F{ARENFFIRITRIDEL, TTUE—ERELR
RBNFRREMBEANMRER, +OERTHXRILNF., BIX—HIBEZE, 7 10.79%H
HRET, MARIMTHENTERE. I, MIIEZATREEEELTT 100 RIERT
HizEM. 2023 £, Sun FAFAAEEFRAMZEHEN DNA BIEFHEARL[65]. 46
Reed-Solomon #3F1 RaptorQ #3, 4th{{13%it MEPCAL (Mixed Error Processing Coding for
Arbitrary Length) ZRfEFDE L, +5 5.56KB 1% 45 8B4m0 1 50540 bp 9 DNA 31, X
EIEERINE, BiIM{1rF %A RSGE (recombinase-based site-specific genome
engineering) THf, %RESHABTENERLLRENERAS . KEFAPHKILN
FEMT EREERE . NXRIMTES, TJIABEEERNFENTITH.,

4.2 FETEEHIMBHRHI DNA F76%

(a)

%-iy-»

00000000111111110100010011111111011011110000000011111111

BitES

(b)

3 oPO 0-P0 0-P0 0P0 0-P-0 5
o} o (o]
e A0 0 0 0 0 A
©
cis o o [0} [}
§ 3 0P-O 0PoO oPO 0PO 0PO 5
Lipid bilayer o (6] ) 0
. AA 0 0 0 0 A
trans CH CH
@ ) .
(9)

MFhR IR E R THMEMRERR

»  ® © 1. ®r ® @ & 1.

G T L S o G = S T R >+
DN IR Egue s s JUICEN N
] 7

=p—0 o=§—v 0=§"—0 °=':’-° °=‘:’_° b s
§ § I £ ! Ve »
BS y . i { 4 B7
3 ng L o
&
g,m/- K ™ - wto Ma:g Mooi—o
biotin  FFEFAIEEEDNA 7 ; F

(a) DNA &I 4e 58 DNA T74%, 8bp KX R 0, 16bp X 1 (Copyright © 2018 American Chemical
Society) [68] (b) E¥IAITENE, PRI i 804y BISHRE O 1 1 (39 0, 465 1 [69] () 97 &
DNA 77l 2 4%, 4 Pl GEFE AN 7 FhvE i s 5 2 i 58 K i 70 7 5+ BER [70]

K4 FETZHNMEMH) DNA 176k
Fig. 4 Structure/modification based DNA storage systems

AR FLI R T A DNA $5 £ a9E1H XK DNA B9 "2k 4549, ) DNA FHEFF# T
—NHTIE . TRIER DNA GKEEME] UEA—Fie REFERITTN[66] [67]. 1A 4(a)Ff
7, 2018 £F Chen F AR & 7 —F47% F§ DNA % Sk 2544 (DNA hairpins) f DNA 7777 £[68].,



X TEF, REHCER DNA ZRHFIN AR RERIT, FBEESAKILIRAIAREL

RFKLEM, FIRRZLA 5nm AR ZELKFL T IXIRAHCE 2 8 bp #1116 bp £ DNA &%,

b, 8 bp XRZEL4F 0, 16 bp IFRZELHF 1, 3§ 56 Ak kE %] 7228bp Y DNA £ £, T 1Y

71 56 bit FY15 2 . FIFE2 7 F DNA & 4544, 2020 4F Bell Z A E-F DNA#74K (DNA origami)
FRIBIRITT —> DNA QXM EBL]. ERENRAEE 7T —M—EZH&FE, H

HRE—(IH %> DNA WA REMPFERAFERTBISESHKIL, 1L T 3 bit
KEMEADIRG, AFERIAE 94%,

B 7 7 DNA MR EMFERNHE, THFREYREWHNFSIE DNA 785
AR 2020 5, Cao FAF AL ITEHINEDR GV FIIE A LLFFE RTFHEEAR[69]. 20E 4(b)
Fix, £MREVFIISHRWHAR A EE (n-propyl phosphate F1[2,2-diynyl]-propyl
phosphate) M RAZEFBRAMNENFEZ RS F, HPBEFLEEDHIXN 0F1 1, {15 A
o-HL KFL A IR A T B LD RN EY R Y W, FRREZSINTTEIIT 4 bit
SR E SRR

ETE5nmimE DNA F6E 5%, 2022 4F, Tabatabaei FASINT 7 L ZEIHH
BER, §0FFEROKXNMN AT KRBT 11, FRRERS 7 1.73 5[70], A& 4(c)Fr7R,
BRT 4 MEREE AL C. G, T, 5|7 7 M{LFEIH5 A B, B2B7, &Y KOF
FRRE, NF A MspA KA MBBFMEZREIALEE, KI1RAIT 4bp (4 xlogy11
~14bit) NEE. H—DM, M11EF A ONT 89 GridION U F{Y, HEEREFIRARER
R7 66 FAFRMEE.

4.3 Hft DNA fFFiERER AR

DNA TRV B ARBR T KL F 5, B Sanger W F[71]. —HNFF[72]. B4
+ LB 73]

Sanger W F[71]2—FE T8 L7A8) DNA I FR R, ERIZE PCR EEH5|IANARE
KENHLILZER, #1557 DNA FRESARNKEFERKEXFDE, MHE
REINFr. Sanger MFAHES, BREIE. NASBERIMULIHAIEFTUERE FFX
EHREH) DNA FAE R F R IR RAR .

—NF (Next-generation sequencing, NGS) [72], 40 HHlumina /A S 8938 & a8 N 74
R, FAXRIEFTHNRBREERKELFIEE ARBLEEHERTERT.
NGSHAEASBE. MAANFS EEERAMRMNTTEYEFNA, {B7E DNA Z
T, B THEKE  FSESEXNFIAELR, A EREIRNERPEERS TR,
FECEFMEREA ERERRTX—RIBNBRTR,

BAFSANE (Single Molecule Real-Time Sequencing, SMRT) [73], &E@%3F 8/ DNA
DFHITKEEREZN, FiCRESRE RPN ESTURBEREFY, THEK
FEBIK S, SMRT B ERFAETRIEIE HiFi RXRBRHENZRNFER, Mhxs
DNA UL ZE] 99.9%8EHE, BEERRIUIERERTFH, 5TEE XINTEXEKX
ER#EDE DNA FERESEURIEBURE AR, Af, ZEANBERMR, HKRWMAK
LNFERE, BANAERTHMORAENSS. SMRT FE2RBIREBE, REAEFTEK
153478 DNA &5 TR EER.

5 HlLER IR FLEEE LM A

IER, H128% > (Machine Learning) ZE4YESHIEFRLREEERER[74]. REZF
>] (Deep Learning) ¥l F I — MR E, BEIHAGREFHIERENHERNS
BERTEMEANSIFIE, ML IEIRA D IR R REFREZE ML (Deep Neural Networks,
DNN) . HF2 M4 (Convolutional Neural Network, CNN) F1i& 9342/ % (Recurrent
Neural Network, RNN) &EREZIERE R A BB MR EIRS] (visual recognition) | &



Z1R 5 (speech recognition) FIEFRIES4LIE (natural language processing, NLP) Z1R % q]
A AR IEEFRMRE[75]. MAPKILNFE=ERXENREENFEE BT LS
SRR FLNF R TEES AR EFZ I EEBURM L, X AR R st AT # TN AR Ay
4032, 40 Basecalling, fHIRIXIE. EIFRERNE.

5.1 Basecalling

Basecalling @& 4K FLNF A RIG(E SHRBAZER RS, XNEREEH M FAEEET
M ZEXREE., ONT 58 TERASHNPKRILNFT S, BLIXTES: ONT WUFEIERN
Basecalling T E#1745A . Basecalling A& & H 5 FE 5> A MABHER[76] [80]: (1) 2016
F, MARLG/RIYAXEE (Hidden Markov Model, HMM) F13% 340 2 P28 X4 70 B FF AV B T
#i#E# 1T basecalling;,  (2) 2017 £, EHEXRIARRI(E ST basecalling;  (3) 2018 £,
& F—# flip-flop AIRENRA BB MZEER, (4) 2019 47, RIETE KEWEIZR N 1E1L basecalling
®A, BET, ONT FFR T —ZFHY basecalling TEE A RARERHE A (40, Nanonet,
Scrappie # Flappie) , :X £ T B R /5 4% A2 1IE 3 0] AV B (5140, Albacore F1 Guppy) .

ONT By o] LA TTERET R MERME. DNA 5 RNA 2 FEfLNEE Z10E
ZEAVIZEER (BN k-mer) ZEFLR, SEZNZIMNEREZ MIERENAE. RIGER T
RIBERNEADBIRBERESE, 8MERIREE— N kmer, — M EAGSEERTZN
RinE5E, X—RESHTHE. FEMFFEME, XEHIELEEKEHS (event) %
. SMEMMETZERNEBMER S DRBIRE B0, Eit HMM BB BT
EHAM basecalling, 540, ONT £ Nanocall[81], ONT [ /59 Nanonet #1 DeepNano[82]1)I| £
RNN M\ZE4-EEH TN k-mer MRS basecalling EHZE , H A, Nanonet 12— [E)i%
A3 /L% (bidirectional RNN) |, #5& kT ifAYE B E MG AER# 4T basecalling.

R, EREERESHSHNERD, SEZRWMBNELR, B OIERE(R basecalling f94
w1, ONT RYFFIRER4 Scrappie ([ERS AT Albacore F1 Guppy) F15=77%k {4 Chiron[83]
RELMTEEBRBBRESHIEN DNA FIHHMAMEER, &, ONT XA 7T
Flappie, 1Z#EBMFER 7 flip-flop RE EEMFRESFIRBIENMEE, NI 7 RLEHE S PR
iy basecalling., b4, 2NE 5(a)Ffor, Causalcall {845 FA B {8] %32 M £& (temporal convolutional
network) FIEIERT E14>2% (connectionist temporal classification, CTC) fR#AZE8KIRRTIEF
FI%FAE, B0 basecalling[84], 5EI{LAY basecalling #2E448EL, ONT 5| \7T Taiyaki (FF
Guppy) EKILANPE4L basecalling, 1405t X HE5R FFFI/A TR Z A MEALAZ RS, Taiyaki 5/ B
RIEELENEHRARLEREBRESNSEEREMKIEREME., AMUXLET
basecalling, Taiyaki 3£ o] UIZARZLKIRAUE IR AIFEER, 5140 5mC #1 6mA. BH], ONT £y
Guppy =&AT ZEAA basecalling TE, HFETMUFMARRMERZE, HETZHMN
basecalling TR, 7AMMRE B ELILLHIAILE[76], ONT ZEREFHRY Guppy HEi
FFERT FH—REEME basecalling % Dorado, #8#F Guppy, Dorado ZE{R#FITEF IR
AAEX TRV ER £, BEFIRFT 3.8 {FHYMERE[96]. XL, Dorado iRiB5E T XHE IR
BEHENEES, sE957EHETT basecalling fIEIRT, IME/NIEIMTE B ASIILXS 5-F & fEE
IE (5mC) Xk S5-ZFHEMEMEE (5hmC) FRIGREMNS RBUERMN, M ARIIE Z 20
RIEH T EABRKIF.

5.2 FFlLlsa

REPRILNFOFIERRIEERS, ER2FIRDEFRRNAIESR, a0 ONT A3
1D # 2D/1D* G MR RIS F NGS £ a9%iE. A, BEXNFLERHTHEIIY
& (error correction) , WRIE THBEAHIEHR M. EREERRMETZREENFSA
$a77R[85] [86]: BIAE (self-correction) FREZIEE (hybrid-correction) . BIRATEX
RETENEZX, ER—XKENARDFZE~E—BHFT, SMEEDF=EN5KTL



MFLERFFTIEEMTYEE (H140 Canu[87]F1 LORMA[88]) . TR & HEEH A AR
ErY, BEETXIFAEZL (Hla0 LSC[89]F1 Nanocorr[90]) . ETEMEE (40
LorDEC[91]) . EFIUHXIFF/EME XL (5120 HALC[92]) R EKFS, BEMETRE
AEBNRERBEE, BB IKIERMNERERERE SRERARIRKE (294 1%-4%)
[85][86], T F LU HENIREW IR R FE E 24 3%-6%[86], X T8 2 HT ONT #uiEh 77 IERE
VR FE IR ZEME

BT RGEE, EERPARTBNSZIEXH#ITFIIZEE, 5190 NanoReviser[93],
Wang % AJ&id CNN FIXNEKERICIZME (Bi-LSTM) , ZAFAT RIABESKBEE
DB BHR ARV ENR B FS T E B, E23d1)I1%5 /3 NanoReviser 8£{E E. coli 3EEM A
FHREAIN R ESIBER T 5% b, FHEEMNFEMFRES, NanoReviser {f E. coli
BIRENIEREREXT 7%,

CEAESEETIN RS SIE %, X basecalling (R — B T4 5E, TINPERE
RFIEEMNEIRE, MMiZSM DNA FiEZIERAF &N TN EIEBITRE.
5.3 EERAM L H

PRI KFIINFEERSHERE, RENL, MERANARHSHE XL, B
MAREZF X ZFPRIEERFARMAKFLN FHERE S A0

Canu[87] X4k #iT- £ 5t HY overlap-layout-consensus 1E28, I BIFTEHEM T BE N T
REEE%, EAKSRPLMRANFAUERERFER MNIEZRA T KFIEEER
R B MLARZ RN AR, Miniasm[94] 0 IXERERENFRZER, LHEATNESE
BERAMLAR, BEIEXNEFFBFLIBIROEVDREZENE, SEVIRHRER
MO ZIR, (B4 0@Bid &40 Nanopolish[95]% T B i#1T polishing M 731 /RER T .

tboh, BTANEEFSIF5%, 20 ONT AS)AY Medaka, REG5H 30F 342 ML R A R
REBERESUREREBAABE, HELEM ENEHAEER., WXTEBTREFZIEL
BRREZENESEN, U7 MR ILNFERANE ETUNFRIE, MEBF#—ERE
HEIRE,
5.4 DNA #1 RNA &4kl

PARIAFERBAREN, ARSI EFHRANERHREN, RENERSHEBHX 7,
F it BEIN=mFINTTET UKD REER, BiZEeN—L% DNA F1 RNA B9&1H IR F3E,
E&F KT —L DNA F1 RNA &ift& 0 TR . Nanorow (55{F ONT £ Tombo) &EFEM
ONT (B M =7h DNA 1&1ffi: 5mC, 6mA #14mC[97]. BEf5, HILTF % DNA EIHRN
T E: Nanopolish (5mC) [98]. signalAlign (5mC, 5hmC #1 6mA) [99]. DeepMod (5mC
1 6mA) [100]. DeepSignal (5mC #1 6mA) [101]F2 NanoMod (5mC #0 6mA) [102], A
5(b)F0& 5(C)Fr7~, ZEFXREAMH #[103] [104], Nanpolish, Megalodon #1 DeepSignal 7£
BOFKFE FEBESRENEZER S P#E 5mC &0, thsh, ONT ) Dorado thHEiHtE
MWETHEE, fEMAE LIS T Guppy[96]. Nanopore SUFFHAR S H—HB0FMFHAR Pacbio
SMRT #HLE, ONT 724G 5mC B, FEAM 6mA BHHEEEZRIK[80] [98] [105],

BRI, ONT E#% RNABIHNFELRE TEAHE, BRETENNFEIE. £
MW RNA IR TR HI, TED AWML (1) BEFHERP M5, B0 EpiNano

(m6A) [106]F0 ELIGOS[107] (m6A #15moU) ; (2) ETFHERES, HW Tombo (Mm6A

F1m5C) [97]F01 MINES (m6A) [108], B2, TEHNF/KF EBBEZERDHFHERLN RNA
&I EARFENESS
5.5 DNA 724

VR ESI AT INN AT DNA ZEMZA7HE, fla0, ik DNA ZHERERE, 5
BUETRMEYLAR, MA{E#H AR DNA FRASGHFE L (L#HE. &AM, Basecalling



B EHEF AVIRZIME A, 0 HMM, RNN, CNN, &4 tEMEERENER, O
PUR ST EIR B B9 EFR R FIRE L oh, AR ST RARE T INY RASKIL M A5 FHKE,
125 DNA FiENEETE.

W#8 % S A 1E ] IXEE basecalling Ainfk DNA fFiEEEUR &, & 7] IXBIT basecalling &
IFERIES . 2020 5, Doroschak % A2 T Porcupine, —#h&im A AN FARC RS,
RFETILERERKFI—& MInlON R &30 UFE LR DNA 43 F4Rr25[109], Porcupine
DFAREBDFLLFE (molbits) ZA%, #£FH 96 F, EULTTI4RED 96 bit (IR, 47 HE
e MAREE, Porcupine B 45 FLAKILINFRIRIA RS SRX 59 FLL4F, o5 basecalling,
M ANBPERAEE . E )R, A TIRED TN KERHE, Porcupine £ ONT
A9 Scrappie #EH12 FLLFMEBEAES, BINREEAFES 96 Mo FLLANBERESRULE
ER, RERENSFLLFMRBERE ., BTG HNERMELMEIRE, Porcupine Y1)
FE7 32 bit 99 FHRE (64 bit f92UERD, o2y 9 fir$h) , FEFRITUAE 7 HRMINR
BtR%E, LI T KRS, Porcupine AiE YT A MEFISSAT MEIE AR T DNA 2B FIZRKFLAS
BAREEEBENFRNE,

I
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Fig. 5 The applications of machine learning in nanopore technology

Hlage 30w LA T EAURIIKY K DNA FHRERRHNATE. BFE KR, & DNA T



ifR%H, DNA 5[4 (DNA primer) #Ff DNA Z32 (9/RIESCIREA 0. B UL E R FAE
#) DNA g RS, TEHELSHIDNA S|, R, A 7TREBIRBEAEER, ST
DEIM S Z BRI, XSG IRIT -2 E 2B EME, MTi=EHETF 7 KHE DNA
FEMAR. Fit, BHEGIFTN DNA 223N &It KHiE DNA ZEREEXE
%2, 2021 £, Buterez 324 7 —Fh Rz - FHUN DNA 2T 55894188 3 73 7% . fhfsE A nupack
R T — 250 B ARNRIZ AL EERSE, AT ZME8F 185 (RNN, CNN. CNN lite,
ROBERTa) , &IIH=%%IEAGE BEFEFIMITUN DNA 238, RagR iz f7RT8)[110],

6 D&

DNA FERARE N —TURERIEMMEGHNEEFEAR, KA ALY TR,
LHZ DNA B FHEARFHAEMNBENEBEKED, HBRARREBRERNGKTRNE
fER IR T I 6e. AT, NEREMREQLFNANEREF, MEEESEAIEK.

B 5, RSaN 7%, 40 Sanger U F[71]5k — A FFH R (Next-generation sequencing,
NGS) [72], 7ERE. MARZREERE M ETAHE DNA FEMNIIRN AT K. X%
MFEARERETETNENE, HRILBZERE ., BRI G ELSBRRALFELETEE
TENPKILNF= 5. B0, ONT ASHEHAE MinlON E#RNFY, Bid5 Apple
NEEE M3 ISR BHT—K iMac 5 MacBook 1% &% i, 88 9% SCILIN %S0T AU ER IR SR AN
S, SR AR NE[111]. BRNFHRAH e u R E KL E RN F
1% QNome-9604, X L&~ E DNA FHEIUSASKCE RN X RELE.

REmML, HBr4KeLN AR ATEHES) DNA FERMEIE— LN, sRENFENT
AR AIAR DNA FRESIBEXEE, FEib, 2% MinlON R =N FREEMEHE M A TR
IZEH, ONT #4 9 GridlON. PromethlON 2/24/28 =B ENFEE &S X, AEE
FRAOENRE R, EnBENNFUEEEEREA. o, R4 RAMNNFAREDIA
F%9 85-94%, I Frik E o]k 450 base/s, AT KISBMMNNFENNEFRS, LHRE
ESIRBI_EHIFBRIEIT6] [84]. FEE R10 RIGLKFLAYHEL, 4552 R10.4 RAKR HEIAM
duplex sequencing £ AR, HEEFMNK A RME L FIH AR, BEXEEEH# -SRI
FE[112] [113],

HREEAN TSRS ANRERRE, YaRFIEXNN M IEE S HEHKALIE N AR
DNA FEMESIER . BITREZIMERIRFIFEAR, T UEAED D FRENE S
MAE M, TEREBHRLEAFHA basecalling &%, 12F DNA FERMBIDNE, B
BEME, HRFIFERINEAREN (40 AlphaFold[114]) BYBATFIOLLE KT
Wit, AESK EBGHKRFLA MBI MEEE, MiTuKIEHE# DNA FHEH AR LE. DNA FiE
BAEKRERN—NFEREESHRZENZANAAZEOM TR, ZXRBEERE—EMN
A SRS BE FIEIB O MTRE /1. S T 1L DNA 5 A, 7K 6 hASRIBEE —FMARA
%7 DNA FiE T8, BARBEEiZT 6 55 EEM ) DNA FiEg &#738 .,

RERXTE, BEWKILNFHEAROARER. VISSEZIEZTRARNSEURE
S AP AT EE) DNA FHERSME, DNA FEFAFIHRILIEARE, EIFER
BV AN, HEEEEARAANER, RITEEVISLIESHE DNA FERRAEIK.
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