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T A S, A OIREAUE T 212 mK 1
LR EDNA FE48 B ORI A iz 2 ) N, SEAE T adad
WIEDNAM T K t, 2 53R L. DNAE | 540
1B & R ar it B2 A% /M (nucleosome) A 4 2% 1)
HAFELHIC, HZ147 bplIDNAZELEALE i 7 +
H2A, H2B, H3RTH4A4 2 (AR R AR !, Jk
DRI 20 A (A /MR P HER ), TR R R 454, R
R R AR T e BE5E 7 R KDk, %/
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AN AR SOH B BUE AR T30 G R R
T AR T BB R D) UL el B AR ROR
FENAZ /MRS B T B B BB, R T AZ/IMAT)
MBS SR FENE, T E AR WA AME B BRI K
HR AL, UL MG Bk
ANDNA R il S5 A=) 2 1 B P KT BOpL .

1 R /IMA B RS 2

BIRZ/ MR AT B8, DNATEJEG T4
J\ERARLH G, H4E6HMDNAZ G EEHMEE 1522
T PRI (EAR AR SIG H R I, 2 DNASE &
AT R 45 A R MA R IDNA X IR O T ks
X—I 4, PolachHIWidom!'*" 2 i, #% /M I-DNA
AT B KRB S BRGNS TARE, X—IR
JE RMEFR A A% /MR I (nucleosome breathing), Fi8
ok O ) A7)l T S A /N A A S PR R o) 2 5
UE T X3, iP5+, Andersonfl1Wi-
dom!" | Fl [FIRE M7 VL KB, #%/MA EDNARI3h A
EH AN ) PR TR, R LR BE R % #2 (fluorescence
resonance energy transfer, FRET)$7 A 0] ji it il & it 44
MZAERI G T2 A Re B A, RN H
TSR A P YA I A D L ST e NG
TR EAE R, BB MADNAR BT
5Lh A5, LifWidom!"™ IEDNA K b A1 41255 F14F
SEAL R bR IC OG5, FIFHFRETHMLEL R, /M
RUDNA S 20 8 [ 2 18] (1) 7E B 5 00 H PRk (1) 2 748
3. EAEERIREET, DNAGRKETE SRR L)
250 ms, BHJa &EB AR, BITHIDNAN A /£
10~50 ms Py L Hi 4858, .5 T FRET(single-molecule
FRET, smFRET)# A1) H#E— Bl T/ k
DNAf) F R BhZHET,

J5F 7185354 (atomic force microscopy, AFM)A|
ARTLFTFrrd. e A B T AT T gk
IR GRS, BN I AR MR S R %
IMEFNAAT AR EE TR, [RINHE ] DU R BB
AL E E AR 7. ShlyakhtenkoE A
I Widom 6017 FIASNE ) | A% IME, FERIFH 5
F AFM AR $52 AR AE 15 01K 30 I WA B Hh R A/
RRIENASTEREAT T W, 251 % BiA% /MADNAT] B R
Uiy [ R ETT, FFIZ DRI K U H AR H] FH AH [F]

PSEg A R, FEALAFMEAR N (8] 23 FF 2 48 = B AP
J&, Miyagi®s NSRBI/ Mk RILL Fh B R BH S
b, BIEAFFEEKIDNARIF, Ji2HEEH 5DNAK
SEAMAR R, Bintus% A POUE ik R ] 1 7E A% /M A
B RFRNAZE S BE 1T, 285 FH AFMAL 58k IS S AE
G /AMERT e R B E, FRE BN RAME.
Katan A\ PUE— 5 R R AFM A L, Y /A (tet-
rasome) 1] LAFEDNA B 2l 3 & 4 Bk ER, i Re 1 %
B R BiAR g IDNAFER. B AFMABE AN H 314k
BRI T EORI R R, B iR SEge o T4 70 1 iR
AR BN RE, KiESeTT 1 Bl kst 5 gt ae
73#2%1. Konrad% N PYF A B 344 56 WL EF AFM 5 4
ARAETF BN RHASN E R T Widom 6014 /MABEAT
BAR, @S RS T4 — AR MR AFM AR EicH s
R, AL MEAFAE LAS bp AP K 2 FHDNA JE F
KA, T H—MIDNAKIFETT 2% 53 — M7 BB ASE H,
AR 5 DNAFE F1 A B B A S5 55
FECTFRETMIAFMEE J7 3%, EHEMHT R T =
Y 25 K0 RE W SEIE T M 48 o~ A% /N RDNA 5 20 8 H
FAAL, W T AR AIME LSRR8, B, KatodF
NP X LR AR AT T AR SD BRI S AN S,
B UG B bR e B B\ RIRTE iz MASE, 38
FATESR R — AN H2A-H2B  JRAR /N RAMARZE K. T4
K, BEAE AR HBE (cryo-electron microscopy, cryo-EM)
FORTERE A ANEE AL BT B R0, R &S
DU T H B 22 FhoAS [F) ) R A MEAZ /M. Bilokapicss
B2 % MR R R R 1 i, R
TEFEDNAR T EIT . H2A-H2B = R ARG DL\
R R BT FDNAK LSS 2 AL MRS, H
IR, KE2HOHZ/AMEEE TR Widom
6015%0- L EDNAFFF, XAE—E R LR 1 454
ZREMERINIEE. HIELZ R, ArmeevZ N8R 45 & 41
BAEM B Widom 6037 5 HAAZ/IME, FH
ARSI, HAZ/MEDNA B R 22 FiA [F
TR RIPIRES, B — D ENE T /AME B S 1301,
HiZahBsESZ BIDNAFP AR, Bhobh, fE/IMES
oA GeCs S G W) SO AL AR A AR H
R, SR T FE KT MAGE I RHE. Kujirai
2 NPt 1 B /R B (Komagataella pastoris)RNAZE
Gl T AERIMAE BRGSO S5H), #6875 T DNAEJTZ)
20, 50F160 bp LA f E K —rH2A-H2B AR 1) £ Fl v
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IR IR WEAZ/MA AR LR 2

[EIRAS. Eharas \POERF 9T FACT (facilitates chromatin
transcription) & & )l By i g ZE i i FE R BN, A
SEAR A WIET T R /IMADNA ] 2 FFZ1100 bp, T 7E
SEWEEE, "R ZESZ140 bp DNARINER/MAE,
DL 562175 bp DNARIERE )\ R /IMAESE Z FhEA% /N
PRZS. FEYL 0 R B YR 7T, Zhangs NPUARMT T wg 4
EF W (Chaetomium thermophilum) EIBE &)
INOSO 5 /N T/IMERIE A 45, KRINLE R —WH2A-
H2B - JRAK 7N B /IMA S B INOSO [ B 2R AR IR,
A —J51H, GirvanZs NP2 4% B B 2 B fESWR
BER—MH2A-H2B 21K J5, ANE/MEESWRILS &,
HAEE— PR AH2A.Z-H2B 7 Rk, [ T RN E
SEG, XYL R AT IR AL AR BB R T A0 A P R MR
(AR L EERPIRZS. Biltn, Tans APPSR A EH
i HL - 2 U (cry o-ET) BEA T I BEAH A% i % /M
HATIRAL AT, RIS 1%/ MBI AR k% /M
%, HEIHGEERR, AHEBEARSERAEE
5t

bR 17 AEARSD SO0 o 2 B AX MAE I AEAE, Bk
7 22 0 A4 i P G 0 TR I RIE AR SR AR MR S R T
T A PR R A AE . SOER A A% 2 B (micrococcal nucle-
ase, MNase) B A % N VIBEAN SN BEE 1%, Reig ik
PIEIR%/MA A (3% DN A (linker DNA),  [AlIH5 7 i
/MR FIDNA T BE. RAE20H 42704, 1ok
ZR Y T R & mut5t, @il o Hr i i dr
DNARI B, 7R T R /M i 56 AR 45 R R E D,
BE A e B P SR K JE, Widom AMNislow S 56
B ST T MNase-seq /7i5, K MER A% R B 1L
JEIR1FIIDNA Fy Bedb AT KM -AT I e, SEBL T 7R R
TBERE(S. cerevisiae) 4 3E R 28 3 Fl I e A% /IMA AL
H. BaJ5, HenikoffF1PaszkiewiczSLt % P85 — 4 %
J& T&T71, SRR i e CARS B & 4 R 97 DNA Jv
B S br B, AT AT LA T BT AR M 2544 A AT
HIE T I, BR 22 A% /MART BRI 147 bp DNA UL,
AFAE R BRI T 147 bpHy B, Hh80~130 bp v Bev]
REXT BT 75 B /MR BT IR/ IMA 544, 17180 bp ) A
B AT Rt SR N A U 45 S R T K. 45
B AR E G051 S DTIE (ChIP) [ 77 2t — S 1
X —IG. Webers: N FIWen%E N\ 43 71 75 S A1) BRI
T4, 18 MNase-seq F X sl > 43 B, W23
KEHR T147 bpIDNAF B, 7£90, 105F1127 bp5fiz
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BV BSURFAEVEVEAE, SRR 4t P 5 3k A7 AE AR /M 25
FO4 - Ak Ramachandran®s A\ J@id &1 %P H2A . Zi3# 4T
WECHRZE S LI K, A E - R EREE A B
DNA ] EL A B Sl i /b, S BTaX Se 5 1y BOR IR TRk —
ANH2A.Z-H2B AR TRAMAML T HEmst N
BYDNAKIH MR, RamaniZE AT K 7 MNase-SSP
(single-stranded preparation)ll FFi AR, #—BIAE T
SEIR 2 A A7 AE KR A% /IMA R 5 7 B B T ST
MNase 4L 7532, ChIP-exodsi A tH AT A -T2 o Py ¥
W/ MRS BIRE TR  Ar. I TR SRR o AR b2t
HEEH 5 DNAMZ &AL B, Rhee s N R GiHh 5
TR H2A, H2B, H3MIHADU A2 A IS5 Sk,
RN F AT IR AL BT U A 1R ME AL B AR AE K& T
/MR, AR B SEH2BATHA R W AZ /MRS, (B,
Mgt A REIFHEONS S, HETNFRH
ARAHEAHEBR AR B, % s B TR FIDNA F Bt
XoF SIS 8 B .

25 BT, fER MRS SO R, 2
W2 MAS [F] T2 WAz /IMA R S MPIRES,  GeRR A% /D
& (subnucleosome). 5 W[ EAZ /MATE XA HE K DNA
Ja R B KR T 147 bp Y JE % /M (un-
wrapped nucleosome), ZH HJ\FEARATEREMI /S TN
& (hexasome) 1 PU 5 /M (tetrasome).  SbAb, I ELIEH
Iy K% /M (partially assembled nucleosome). fiff
§91% /MA (fragile nucleosome)*® L K Fii#% /M (prenu-

cleosome) 714

2 MRS R R

2.1 B/MAZH A B Zh Ak

W% /IR 5 K6 B B A5 R 1 A R B LA Widom i i %¢
F IR RS (FRET) ik R AW 7. (B0,
BEARZE I F Cy3 i bric T Widom 601 DNAHIS A Ui,
AR5 T Cy S 43 AR AE B AZ M H 1 X
B FJH2A K119CEH3 V35CHL . SRIG 4 R BoR, B
NaCIIK T+ (7£0.5 molV/LEA T, #/MAS K45 1y 1%
FE5EHE), FRETRUCRIE T P, $EoR%/MA K b I DNA
ATRERAE T R R EE— SR T/ MADNA
FFATH, RN DL/ NEDNA 8~27 bpib5I N T
LexAZE AR, FHHT T LexAS H 5 /MADNALE
GBI IERE. SRR, Z/AMEHDNARZESOIR



hERE: AaRE 202544 55 FHeM

A VIR 4EFREZ9250 ms, B J5 H R ETT, RITIRASRELE
£10~50 ms!"™. (HIFEZEMRZ, BEELexALE &AL AL
BB MR B, DNA [ K JEIT 52 i 5
B A7, T gl AR R, BIAHAEAZ MR R 4 1y
BRI, RuiDNAVYEA S EshANE, Geigidt
ITERKREF S ERgES. G, 59 FFRETH
R —HUFSE Tix—I &7 4k, Poiriers A\
ik 3 BT A /IR B 3 5 ) R R P DD A R ) Rl K
PERIN, Je it m M4 S 53 B T IEBDNARI AT
PE, (B R NMA L FIDNASEI /N, 33— 35 fRE S
BT SEIRER A, FEMEMAN TR, /MR 2R
R IF3h 112 5 A M B — 300, b S0
THER AR YT, BAZAMETI BEIRFFDNA J& 34 J&
TF BN A FEIE.

PR E R A MO A E H S5DNAZ A
AR EAEH. BRI T ShiR I 4R RE
FHXTARRAS, (EAEARAP R TR FOARZ /MRS Bhik AR 1k
e RS RE, TR R AR R T E B R
WA RRN, Em A TRADNASAEA,
TR0 5 5 BRI BE 2 mol/LiZ D PR B A K, 7l
ke e M A 2 4% AP #EIX — I R, (H3-H4),00 5
I 5EDNAL &, BiJEH2A-H2B - RAKLE & T 52
A /IMAP YA KR, BT T v BRI 7 SE R (H3-
H4), 5 H2A-H2BZ [A] [ 51, 44110 5| K H2A-H2B Y fi#
B, A S E MR AR R AL ED, BAR_EIREE T
TN T RGN AR A 2 1 R v L B R A AR AR AL R,
{EXHAZ /IMADNAZH A5 AR BN B PR, LEHE D
SRR, MR AR 2SR FE T I DNA S 48 A
HAEFAEE T 3P, Mihardjas AP0
IR ARAEAL IMADNA B 3 N4 71, R IAZ /N
ADNARIfEIF LI PIAB B FE293 pNIAN T,
/MESMEIDNAFT I, BRI JE % AIMA S F et
HRWE; TES~9 pNIIFMIER T, WIEDNAZE—
WRRTT, UCERIEREERAN 1), /MRS TR M DL .
Hall%5 NV e 8% S DNAMREE, #E— PR T
DNAS 2 85 (A (A 45 R, R 3IR  (1)AH E AR
P FAZ/AMA RO Fl(dyad) X 35K, EAME A0 El40 bpkh
IRAEAE RSB EE G 5. DNAMRSE Z o0 H A B #i
BRANT, A%/AMAZER AT DL ;T4 R ek o
M S EUZ /MR E AR R, XS 7 R G fid
T A%/MER Y EEDNA-ZH 8 AR BLAE FH I 25 8] 23 A R AE.

DNAF A5 /AME I e Sii Sfe B a EE
S 0204 AR SERE Fe SR, AEWidom 601751 4
FI-DNARISE & H AR 210 A0S 452, T Wi-
dom 601 DNAW U ZPIEAAEZE T, FEL/IME LW
I DNA P JE T A VE 2T B B A R, HAZg
W 2 v — i O R A B O, X — R 5 A AT
BRIE S AR G, DA ATHIE 4 A5 B T DN AR e 1
524k, MR 1% X I DNA [ 2h A fa i 10002 it
Ab, ARSI RN IR MASh A, mER IR
T I 55 2 8 1 -DNAZ 8 1 FREVE L, BRI T 4k
18 5 4 FEIDNAJE T BT 7 i 10 2 felsth, &R A1E
Tt RE S R A% MRS B . B, DNAHEH X
5 R Bk (MTH3K 56, H4AK77HTH4AK 79) 2 B4k,
AR HEANEIDNA [ JE TFO368] X sepff sy JL R 2 1, #%
INMEAML AT — B R e M, 3 HL 4% i B sh A& v nar
IAVE, NFES . ST R e Y S5 R R
TR AL T .

2.2 HEHBREHE BN AL AIMEZS
PR

HER AR RH2A.Z 5 H2AUA £160% 11751
PR, R AR IMESE AU, H2A ZI /M TE 3R
TR AIE - B A 20 6 0 2 2 X3 % e £ C i 2 7).
Li%e N 5@ 5 5 75 1 A AU R W, H2A.ZREWS (2t
Z/MAEDNA H K FETT, TDNATE i 5 B i 29401
TRFENT. H2A.ZBINu 5 Ci B A X — R KHE T
FARVER, TITH3.378 1A% DNA J& T (42 25 i I 45 My
AR, AEERE, B R T )RR S ik A A 1
H2A.ZK/MER L, H2A.ZF/ME R4 ISDNAW Bh i)
BE S FEAIMI PN, H2A ZAZ /MACH & B 45 T FE St ih
B BRI+ LA A% /MART B . HainerfliFazziol "4 i
H2A ZW% /M & S A% M BE, 1 Wen25 A1) 58
iIMNase-seq 7 HTiE—BAESE, H2A. ZAZ /IMATEAR P B
A L H2 ARG/ IMATE 3 () AR . IX S T
A BT RNAR S8 T (RNAPINTE# 55 B vb v R %
AME I R P R RS T MacroH2A 2 53 —FTH2A
FWHEHAE A, EEFETRREHRXE
MacroH2 AJE T 5% /MADNA#E ! O X454, faE
TDNATER /M ISR, FREREY)SL6 R I
HEE U2 IDNAR 3R FHUY

SRR N R 4% et B0 225 SRR ER 43 24 b ks
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IR IR WEAZ/MA AR LR 2

o FC (DGR s i, JLAH o B PR 22k 5 81 v e 7o),
TEAG LR IX I, R B T H3 B s 5 1 4 B 1 AR
CenH3 (Wi L NCENP-A, Bk yCsed) it
AR 3 3o A b A R AT R IE i AT R B, 5
WAL MR L TR e SEDNA AR, CsedtZ /M L
DNA 2 B A F IR e g &80T b e £ Yo o Jif 347
MNase-seq L3 R 1, Csedt/MALRIIDNA F B
FEZ1M80 bp, FRNIAL T H BRI R, Miglss
NPV F VA VR FUBE AR BT 1 VR 4 B F IR Csed % /M (1)
ZYEGER, B DA RS DN A T HUAZ M.
It 4, Konrad%s N\ 2@ 5 J5 7 /1 BB Mg ki, 5%
FUH3 K% /IMAANE], CENP-ARZ/ME Wi DNA 1) 1 it
FEM AT, ATFAEMHIRN. KawasakiZs NPT
fif#HT T (CENP-A-H4), )\ F/MERIA R BB 451, 1%\
BIMEAUEH2ANH2BA E A, AL T2k R g
2847120 bpIDNA. IXLLgE RN, 5 2Rk R4l
H ARG IR AMARI R, DT IE B3 22 R et
JRREIR Th RE 75 K.

ik g W I BUR A A=2 CY(TC TR RrciE = SN L/ W AN
BRI 52 R 2 M NMEM M R 533
PR A K B R 4% 5 A R o g 2 B A 828
3 L ) A A R AZ /N PR A ) 7 R AT
VISZIe R, ZmAaimnr LLEI 55DNA L 415 (4 2 15
A ELAVE R, (R DNA ) J 30 F T -4 i e €5 T ik
YRR By ORISR R b SRR, LB IR S
BT RS AE INMA KT RNAPII PHLAS, 32 0 % 1101 )
W] KonradZ ANPYEE JH T B K,
H3K36me3 &1 n] {2 3% /NMADNA R T,  [FIR R
P DNA I 2 (B 0 BEAR G %, X — 4585
CENP-AR/NMEAL. M2 R, H3S10MEER b 5% /N
IRENASTE R RN T H3T 18R 1L N e % B 3%
HISSDNASHE AWML A, BN/ MR A&
DNA fFF RS, /M SE T % B DNAME %R, M
HEREDNAX S5 A PSS & 48 AHI®. HIM 45 &8 4%
/IMATEMNaselig ) 5256 5 AR 3 DN A 5 38 i 22 24
167 bp!™. R4S HG BRI NMAET AT 34T DNARKI
RIEF 52058, (AJEFFARE N, HIEREFm
GEARCRIRZ AP SR, H3KS6acfifin] £ — &
FERE EAEFTHIRIINHEIE AP X R L IR T
YBR[ AR A 5 A R B A /N A 8 R 1 B A 1A
FIHLA.
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2.3 Yufa B AR AL MA S5 R

Yty )i 9 Nl S K FRATP, R B e &
W/ MA T SDNARIAE HAE R, M ik
R 5DNAZ [BIA LA, SR AZ /M IR R Bl
Bz, JFAEDNAXT &S &R A AT K, fEix—ikfed,
Yty i S R DAL R R AR HSDNA K 3
UK\ R AR 43 Bl e A RS, BN 4L & AR R
A, BT E IR IMALERPY. NuRDE &R 7E T et
JoR DX 3 ) B RO BR I R R O E . 2 E A RiE
I CHDZK R ATPRG IV (A Gt iR 2, i1 DNAT
A R, HET 4% R R 5, fECHD R BRI SLA B
51 (CHD1~CHD9)%, CHD3fEM 45 &40 AH3, HH
TG PESZH3KOme3 B M (1345, M {E A% /MADNAT)
R EFFR LE LA CURNT 0 S 5 IR T 5 %
I A EER TR, i A 52 2%/ MADNA 25847
FRIRZS. 40, 7EFarnung®E NP1 (¥ EREChd1 5 1%
INMEE AP R, Chdl FISANTAI
SLIDE%: K3k 45 & 7E 4% /MADNA K i, {215 2120 bp
DNA M /IMA S T fETT. 7E Willhoft AP Vgt b i) %
BESWRIE GV 5% /IMERIZH T, Arp6F1Swe6 Ak
T 5 H2 AL B [ i R 30 R 8 M DX 88 () A AR
K/ MA R 32110 bpIDNAREIT. 7EINOSOE &5
B /MARIA R A S5, ATPEFTE M 45 M B i 5
DNAZ & IR N /IMAR T R, S5 EEEH
DNABALRE R, (ER A G4, SiaZe NP i
M T ISWIE S/ MAEFE TR I Z ARSI 451, W] LA
M 22 FIISWLl I A DNATE it S8 5 A i A R E
XIS, (HJE %A WL R FIDNAJE 2. X
SERfF T R, Yeta i EERINLH R 2 RER), W%
IR G R AE e £ 5 EE SRR b AR e MR E FLATY B £F
L.

2.4 DNAZ il o/ MESEHL 1 F2 A% AMA
&5

TEDNAS Hil i FE b, i A B B & A,
EFEREGRH AT, AR &R IIDNARE
HF R AL AMAL N A M H3-HA B A e S
HSP90, HSC70FINASPZE4> T HEAR LS &, B 1k 58 58
££; BfiJ5, NASP-H3-H4E 5 ¥)5RBAP46-HAT145 4,
EACHATEK S FIK 1247 iR A Btk g1, s, 7R
FEAHEIBASFIFAN S, H3.1-H45CAFIE A4
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4, MH3.3-H4N| SHIRA R W45 &, B &0l 25 i 31 e
il i, Linss N'OY@EH T CAFIE A %
H3-H4ZEIL I 2 MA GBS . R —FREH,
(H3-H4), VU Ak DL A F 15 77 285629120 bp  DNA,;
MAE S —FeR A d, (H3-H4), VU BAK L4420 11
CAF1E G, H UG FIEE4HES27108 bp DNA. %$T
2 WAL/ TP DNA LL A F I8 e i 56 T H & (1 \
Bk BN X sbaE RIS FIRGEH AT AR AL MR
Bt i B e P RS, NozawaZs N fig b 7 (H3-
H4), U S AR G AL, 538 3k 200 P P A2 BBk sz B s il 31 5 2
FHAF A28 A AR PR ,  SCRRAN R A7 AE 2R BT
/MAEZER T REYE. 316 BTH2A-H2BA 25 I8
ENAPISFACTHEIB S A, FH AP 2End 2 4 R
a0 e RE . NAPL LA B30 45 - H2A-H2B
SRR, BHEVE S FHMNase Y] f5 72 A2 F 2 )
JBYDNA, UYLt R 454 22 BIPh 1) 7Rk A e %
SEIG R, NAPLRE PR BIH2 A-H2B M & % /M o iR
B, RN B MR E . FACTE AW RE S [R5 45
ArH3-H4MH2A-H2B, TEf5 5% 5DNAR G2 H ¥r8h
/MBI i3 5 B AR, FACTH FISPT161V A
SZEAH2A-H2BH L HE/MA K S DNA R FFH )
Gy SR — R, fERINA I, SPT16{E i
H2A-H2BMAZ/MAEH AR, TISSRP1IE & I £2 5E H3-
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Figure 1 Mechanism of subnucleosomal structure formation: a
nucleosome can spontaneously unfold to form a subnucleosome. The
histone modification H3KS56ac and the histone variant H2A.Z can
promote the unwrapping of DNA on the nucleosome. Histone H1 helps
stabilize DNA on the nucleosome. Chromatin remodeling factors CHD1
and INOBO, as well as RNA polymerase II (RNAPII), can open the
DNA on the nucleosome to facilitate subnucleosome formation. INO80
remodeling of the nucleosome and RNAPII elongation on the
nucleosome can also lead to the loss of H2A-H2B histone dimers,
resulting in the formation of a hexasome
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In eukaryotes, the genome is compactly organized within the nucleus as chromatin, with nucleosomes serving as its fundamental
structural units. Rather than being static, nucleosomes exhibit substantial structural dynamics, closely tied to chromatin regulation and
function. Recent technological advances have revealed that dynamic remodeling of nucleosomes gives rise to diverse subnucleosomal
structures, which contribute to chromatin architecture modulation and biological function regulation. As emerging epigenetic features,
subnucleosomes have garnered increasing interest. This review highlights recent advances in the study of subnucleosomal structures
using single-molecule techniques, atomic force microscopy, cryo-electron microscopy, and high-throughput sequencing, with a focus
on their dynamic characteristics and the molecular mechanisms underlying their formation during chromatin remodeling,
transcription, and DNA replication.
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