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Sense of agency (SoA) is the sensation that self-actions lead to ensuing perceptual consequences. The prospective mechanism
emphasizes that SoA arises from motor prediction and its comparison with actual action outcomes, while the reconstructive
mechanism stresses that SoA emerges from retrospective causal processing about the action outcomes. Consistent with the prospective
mechanism, motor planning regions were identified by neuroimaging studies using the temporal binding (TB) effect, a behavioral
measure often linked to implicit SoA. Yet, TB also occurs during passive observation of another’s action, lending support to the
reconstructive mechanism, but its neural correlates remain unexplored. Here, we employed virtual reality (VR) to modulate such
observation-based SoA and examined it with functional magnetic resonance imaging (fMRI). After manipulating an avatar hand in
VR, participants passively observed an avatar’s “action” and showed a significant increase in TB. The binding effect was associated
with the right angular gyrus and inferior parietal lobule, which are critical nodes for inferential and agency processing. These results
suggest that the experience of controlling an avatar may potentiate inferential processing within the right inferior parietal cortex and
give rise to the illusionary SoA without voluntary action.

Key words: binding; embodiment; self-consciousness; sense of agency; virtual reality.

Introduction
Sense of agency (SoA) is the sensation that self-initiated actions
influence the external environment. We implicitly experience the
feeling of the connection between our action and the resulting
consequence and attend to its disruption only when the actual
action feedback conflicts with our expected consequences. As
an integral part of self-consciousness, SoA enables one to feel
fluent control over one’s surroundings (Haggard 2017), distinct
from others (Kahl and Kopp 2018), and responsible for one’s
own actions (Haggard and Tsakiris 2009). A clear understanding
of the computations underlying SoA is still lacking but two
major mechanisms, i.e. the prospective and the reconstructive
mechanism, are currently attested and might both contribute to
the manifestation of SoA (Moore and Obhi 2012). The prospective
mechanism emphasizes that SoA is based on a predictive
process in the motor system and a comparative process for
comparing the predicted and actual action feedback (Frith et al.
2000; Gallagher 2000; Wolpert and Ghahramani 2000; Haggard
2005). The predictive process uses the efference copy of the
current motor commands to generate expectations of action
consequences. A mismatch between the prediction and actual
sensory feedback can disrupt the otherwise fluent SoA. On the
other hand, the reconstructive mechanism emphasizes that SoA
arises from retrospective explanations of sensory feedback after
movement (Wegner and Wheatley 1999; Wegner 2003; Buehner
and Humphreys 2009). This inferential sensemaking process

evaluates the action feedback and its contingency with prior
intentions and goals, reconstructing the causal links between
them. While both mechanisms depend on the processing of
sensory feedback, they differ in predictive aspects of motor
control: the prospective mechanism necessitates the forward
model of motor control, i.e. the sensory prediction of action
consequence, while the reconstructive mechanism does not rely
on the forward model but necessitates post-movement inferential
processing of action feedback.

Previous neuroimaging studies typically modulate the mag-
nitude of SoA by either manipulating the authorship of the
action, e.g. externally moving people’s effector to generate passive
“actions” (Balslev et al. 2006; Tsakiris et al. 2010; Kühn et al. 2013;
Straube et al. 2017; van Kemenade et al. 2017, 2019; Uhlmann et al.
2020; Zapparoli et al. 2020), or perturbing the sensory feedback
of the movement or its outcome by implementing temporal and
spatial discrepancies (Farrer and Frith 2002; Farrer et al. 2003,
2008; Leube et al. 2003a, 2003b; Matsuzawa et al. 2005; Balslev
et al. 2006; David et al. 2007; Schnell et al. 2007; Spengler et al.
2009; Yomogida et al. 2010; Nahab et al. 2011; Chambon et al.
2013; Kühn et al. 2013; de Bezenac et al. 2016; Sasaki et al. 2018;
Kikuchi et al. 2019; van Kemenade et al. 2019; Di Plinio et al.
2020; Ohata et al. 2020; Uhlmann et al. 2020; Zapparoli et al.
2020). Such contrasts between voluntary action and perturbed
action revealed neural correlates of SoA in extensive cortical
areas such as frontal, parietal, temporal, and insula cortices and
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subcortical regions such as the cerebellum and striatum (Haggard
2017; Seghezzi et al. 2019; Charalampaki et al. 2022).

Temporal binding (TB), adopted by many as an indicator of
implicit SoA (Haggard et al. 2002; Moore and Obhi 2012; Haggard
2017; Tanaka et al. 2019), refers to the fact that people’s timing
judgment of an action (e.g. a key press) and its delayed outcome
(e.g. a beep sound or flash) are biased toward each other whenever
the movement is voluntary as compared to involuntarily made
(e.g. the finger pushed by others or triggered by transcranial
magnetic stimulation (TMS; Haggard et al. 2002). Studies on the
neural substrate underlying TB have highlighted the activity in
a brain network including the supplementary motor area (SMA;
Kühn et al. 2013), pre-SMA, and dorsal parietal cortex (Seghezzi
and Zapparoli 2020; Zapparoli et al. 2020). In fact, modulating
the activity over the pre-SMA by repetitive TMS selectively at
the motor planning phase affects the binding effect (Zapparoli
et al. 2020), with similar findings by the use of transcranial
direct current stimulation and theta-burst TMS (Moore et al. 2010;
Cavazzana et al. 2015). Given that the SMA and pre-SMA are
crucial for preparing and initiating spontaneous actions (Fried
et al. 1991; Cunnington et al. 2003), these findings have been used
as neural support for the prospective mechanism of SoA.

Behavioral studies, however, highlighted that motor planning
and execution are not necessary for TB, given that it can be elicited
without voluntary action (Buehner and Humphreys 2009; Buehner
2012; Poonian and Cunnington 2013; Dewey and Knoblich 2014;
Poonian et al. 2015; Borhani et al. 2017; Kong et al. 2017; Vastano
et al. 2018; Suzuki et al. 2019). The TB effect can be gener-
ated by merely observing another human’s or even a machine’s
causal action (i.e. a key press), while observing a non-causal event
(i.e. a visual flash) could not (Buehner 2012). These observation-
elicited binding effects thus support the reconstructive mecha-
nism, which conceptualizes SoA as a consequence of post-hoc
inference after movements (Wegner and Wheatley 1999; Wegner
2003; Buehner and Humphreys 2009; Desantis et al. 2011). Given
the behavioral evidence, many researchers propose that both
predictive and retrospective processes contribute to the manifes-
tation of SoA (e.g. Moore and Obhi 2012). However, the neural
evidence supporting observation-elicited implicit SoA and thus
the reconstructive mechanism is currently lacking.

Here we used virtual reality (VR) to modulate people’s SoA,
which is measured by a modified TB task without requiring them
to execute movements, and examined whether its neural corre-
lates were specifically tied to the inferential processing of action
feedback rather than to motor planning and execution. Our recent
behavioral study showed that after controlling an avatar in a
first-person perspective in VR for a brief period, people increased
TB when passively observing an avatar’s “action” (Kong et al.
2017). This “embodiment” effect was thus caused by the prior
experience of controlling the avatar since the TB was unchanged
for people who experienced the identical VR environment but
without controlling the avatar. Hence, such a VR setting would
allow us to modulate the implicit TB and reveal its related neural
changes when no voluntary action is engaged. We hypothesized
that if the change in binding involved motor processes, we should
find its neural correlates in sensorimotor regions, especially those
planning areas (e.g. pre-SMA and SMA proper) implicated in motor
intention and planning (Sperduti et al. 2011; Seghezzi et al. 2019).
Alternatively, if post-movement inferential processes contributed
heavily to the binding effect, we should observe its neural corre-
lates in the regions outside the frontal motor areas. The targeted
areas included posterior parietal areas that had been attributed
to causal inference and action awareness (Wende et al. 2013;

Renes et al. 2015; Haggard 2017). In particular, inferior parietal
regions deserved special attention since direct stimulation of
these regions induced subjective experiences of intending to move
or even increased (false) reports of movements that were not
objectively measured (Desmurget et al. 2009).

Another venue of our study was that our VR manipulation
enabled us to examine the neural basis of SoA over a virtual body.
VR experience could change people’s self-consciousness (Slater
et al. 2009; Banakou and Slater 2014), SoA included (Banakou and
Slater 2014; Kokkinara et al. 2016; Padrao et al. 2016; Nierula et al.
2021). However, previous neuroimaging studies focused on the
sense of bodily ownership (Bach et al. 2012; Bekrater-Bodmann
et al. 2014; Pamplona et al. 2022) and self-localization (Ionta et al.
2011; Lenggenhager et al. 2011). The neural substrate underlying
SoA over a virtual body is still understudied (but see Nahab et al.
2011; Padrao et al. 2016; Limanowski et al. 2017, 2018), espe-
cially for the TB effect. Furthermore, previous neural studies on
SoA over virtual body typically contrast conditions with different
levels of spatiotemporal mismatch between virtual and actual
actions. Our paradigm, instead, enables us to examine the neural
correlates of embodying an avatar by contrasting before and after
a VR experience.

Materials and methods
Participants
Our study recruited 48 college students as paid volunteers. Half
of the participants were randomly assigned to the experimental
group and half to the control group. Both groups were exposed
to a VR environment, but only the experimental group viewed
an avatar hand in VR. Three participants from the control group
were excluded from data analysis, one for excessive head motion
(>2 mm maximum translation or 2◦ rotation), and two for tech-
nical failure (details in Procedures), leaving 24 participants in the
experimental group (age: M ± SD = 23.57 ± 2.39 yr, 12 females) and
21 participants in the control group (age: M ± SD = 22.18 ± 2.76 yr,
13 females). Power analysis was conducted based on the reported
effect size in our previous study with a similar design (Cohen’s
f = 0.5 for the interaction effect in a two-way mixed analysis of
variance [ANOVA]; Kong et al. 2017), and indicated that a sample
size of n = 14 per group would lead to a power of 0.9 with an
α level of 0.05 (G∗Power 3.1; Faul et al. 2007). Thus, despite the
data loss of three participants, we had enough participants for
detecting possible group effects. The two groups were matched on
age (t43 = 1.81, P = 0.078) and gender (χ2

1 = 0.643, P = 0.423). All par-
ticipants were right-handed, had normal or corrected-to-normal
vision, and reported no neurological diagnoses. The experiment
was conducted according to the principles of the Declaration of
Helsinki and was approved by the Ethical Committee of the School
of Psychological and Cognitive Sciences at Peking University.

Procedures
Experimental procedure overview
Each participant went through three consecutive phases of the
experiment, i.e. a pre-test, VR exposure, and a post-test. The pre-
test and post-test were carried out in the magnetic resonance
imaging (MRI) scanner (each lasting ∼35 min), in which partic-
ipants performed the modified TB task (see “Temporal binding
task” below) and a hand laterality judgment task (Ferri et al. 2012)
in a sequel; The laterality task was designed to study questions
unrelated to the purpose of the current investigation and was not
reported here. After the pre-test, the participants walked into the
waiting room next to the scanning room to receive VR exposure for
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∼30 min. During VR exposure, participants wore a head-mounted
display (HMD, HTC Vive Pro) and a motion-tracking glove (Noitom
Hi5 VR Glove) to perform four gamified motor tasks (see “VR
exposure” below). The experimental group could view an avatar
hand, whose motion spatially and temporally matched with that
of their actual right hand; by controlling the avatar hand for these
goal-directed movements, VR exposure would enable participants
to embody the avatar hand. The control group was never given a
chance to see the avatar hand and performed the same motor
tasks. After finishing the VR exposure, the participants removed
the HMD and the motion-tracking glove, and walked with their
eyes closed to the scanning room under the guidance of the
experimenter. They were instructed not to open their eyes until
they were properly positioned in the scanner to get ready for
the post-test. This procedure was employed to minimize the
visual experience of the real settings and to preserve the effect
of VR exposure. After the post-test, participants re-entered the
waiting room and were asked to evaluate their subjective sense
of embodiment during the post-test by means of questionnaires.

Temporal binding task
The TB task was a replicate of the same task in our previous
study, though it had been performed with the HMD earlier (Kong
et al. 2017). In brief, participants judged the timing of an auditory
stimulus with the aid of a Libet clock projected in the MRI scanner
in keeping with the TB task previously performed outside the VR
(Haggard et al. 2002).

The task involved temporal judgments of tones in two types
of trials, baseline and operant trials. For each operant trial (top
panel in Fig. 1a), the Libet clock started to rotate clockwise from
a random location. After a random interval of 2,560–5,120 ms,
the right avatar hand pressed the white button. A tone would
be presented 250 ms later (100 ms in duration). Note that the
participant was required to refrain from any movement during the
stimulus presentation. The clock hand kept rotating after the tone
for a random duration of 1,280–2,560 ms, then reset its position
to 12 o’clock. Participants were required to report the location
of the clock hand when the tone was perceived by pressing the
left and right keys using the left middle and index finger to move
the clock hand clockwise and counterclockwise, respectively. They
then confirmed their estimated position by pressing the key with
the right index finger. The report was self-paced. The next trial
started upon the confirmation. The baseline trial (bottom panel
in Fig. 1a) was identical to the operant trial, except that the tone
was presented without the button press, i.e. the avatar’s hand
remained static all the time. The mean trial duration was 12.06 s
(SD: 2.98 s). Each run contained 20 trials, lasting ∼6–8 min. Both
the pre-test and the post-test were comprised of two operant
runs and two baseline runs, whose orders were randomized and
counterbalanced between participants.

Participants familiarized themselves with the TB task before
the formal experiment by conducting four operant trials and
four baseline trials outside the scanner. Due to technical failure,
two control participants underwent one operant run and three
baseline runs in one of the two phases, and were excluded from
data analysis.

All the visual stimuli were back-projected onto a translucent
screen located inside the scanner (resolution: 1,024 × 768; refresh
rate: 60 Hz; viewing distance ∼90 cm; Fig. 1a). The avatar hand
was the one that the participants visually controlled during the
VR exposure outside the scanner but fitted for rendering in the
two-dimension display in the scanner. The clock had a 10-pixel-
long hand, which rotated with a period of 2,560 ms per circle.

The clock face (radius = 110 pixels) was marked with conventional
“1 min” intervals. The participants wore a pair of headphones to
receive the auditory stimuli and to reduce noise. We adjusted
the volume of the auditory stimulus on the individual basis to
ensure that they could hear the stimuli clearly and comfortably
in the scanner. The rendering was controlled by a customized pro-
gram coded using Psychtoolbox (3.0.16) implemented in MATLAB
(R2016b, MathWorks).

VR exposure
During VR exposure that was sandwiched between the pre-test
and the post-test, participants wore the HMD (HTC Vive Pro) with
a dual-display giving a 110◦ field of view and a resolution of
1,080 × 1,200 per eye. In the VR scene, they could see a virtual desk
located at approximately the same location as the physical desk
at which they sat. The motion tracking glove sampled their right-
hand motion at a sampling rate of 100 Hz to control a right avatar
hand in the VR environment. The motion of the avatar hand was
always temporally and spatially congruent with the real right
hand. For participants from the experimental group, the avatar
hand resembled their own right hand in size and skin tone, which
were adjusted before the experiment. For control participants, no
avatar hand was shown, and all the VR tasks were performed
with the “invisible” hand. The games were designed to provide a
sensorimotor experience of controlling the avatar’s hand to inter-
act with the virtual environment (Fig. 1b), including the gesture-
imitation task, the bubble-poking task, the cube-picking task, and
the pad-tapping task (customized by using Unity3D 2019.3.14f1).

In the gesture-imitation task, a left-hand avatar was displayed
in front of the participants at their eye height. This avatar hand
would present a hand gesture randomly selected from 20 possible
gestures, e.g. a closed fist, a thumb-up, and a V-sign. The partic-
ipant was required to replicate the same gesture with their right
avatar hand. Once the gesture was reproduced, the next target
gesture would appear until all 40 trials (two repetitions for each
different gesture) were successfully finished. In the bubble-poking
task, a transparent bubble would appear at a random location on
the desk, moving at a random speed and direction. Participants
were asked to poke the bubble with the index finger of the right
avatar hand before it fell off the desk. After a bubble was poked
or dropped off the desk, the next bubble would appear. This task
lasted until 60 target bubbles were shown and poked. In the cube-
picking task, forty cubes with different sizes, colors (red or blue),
and labeled numbers (1 or 2) were placed randomly on the virtual
desk. Participants were required to control the avatar hand to grab
specific cubes and drop them on the floor. Participants performed
this task three times with different verbal instructions each time,
including “Pick all the red cubes and drop them on the floor”, “Pick
all the cubes labeled as number 1 and drop them on the floor”, and
“Pick all the red cubes labeled as number 1 and drop them on the
floor”. In the pad-tapping task, a multi-digit number would appear
for 2–4 s. Participants were required to memorize the number and
then replicate the number by tapping on a virtual number pad.
Forty numbers, ranging from 3-digit to 10-digit, were presented
in random order for each participant. Each of the four VR tasks
lasted for ∼6–7 min, resulting in a total VR exposure duration of
about half an hour.

Questionnaire
We assessed the subjective feeling of embodiment using ques-
tionnaires after the post-test. The questions were identical to the
ones used in our previous study on VR embodiment (Kong et al.
2017), which was adopted from questionnaires on rubber/virtual
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Fig. 1. Illustrations of behavioral tasks and the observed TB effects. (a) Graphical illustration of an operant trial (top panel) and a baseline trial (bottom
panel) in the TB task. In both conditions, participants were required to report the location of the clock hand when the tone was perceived. Throughout
the baseline trials, the avatar hands on the screen kept stationary. But in the operant trials, its right index finger “pressed” a white button 250 ms prior
to the tone. Participants’ real hands kept unmoved before making temporal judgments. (b) Scenes of motor tasks in the VR exposure phase. Participants
performed four VR motor tasks: The gesture-imitation task: Bending right-hand fingers to match a target gesture, shown by the distant avatar hand;
the bubble-poking task: Poking the bubble with the right index finger; the cube-picking task: Picking target cubes that are specified by color or shape in
instructions; the pad-tapping task: Memorizing a multi-digit number before it disappears and then recalling it by tapping on a keypad. The experimental
group viewed the avatar hand (shown here), but the control group did not. (c) TB effects were quantified by perceptual shifts evoked by the avatar’s
movement. The average binding effects in the pre-test and post-test are shown for the two groups separately. Error bars indicate standard error.

hand illusion (Botvinick and Cohen 1998; Slater et al. 2008; Braun
et al. 2014; Kalckert and Ehrsson 2014; Ma and Hommel 2015).
The items were designed to assess explicit SoA and sense of
ownership (SoO) or to control for possible response biases by using
the reversed control items (Table S1).

Behavioral analysis
To examine whether the VR exposure could enhance participants’
implicit SoA associated with an avatar hand, we compared the

TB effect using a two-way mixed-design ANOVA with Phase as
the within-group factor (pre- versus post-test) and Group as the
between-group factor (experimental versus control group). Each
trial yielded a perceptual error of temporal judgment, quantified
as the difference between the reported and the actual onset of the
tone. The TB effect was operationally defined as the difference
in perceptual error, i.e. a perceptual shift, between the operant
condition and the baseline condition. A negative perceptual shift
indicated the TB effect.
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The present study focused on the implicit SoA, measured using
the behavioral TB effects mentioned above, not the explicit mea-
sures of embodiment from questionnaires, as our previous behav-
ioral study showed that explicit SoA did not change after brief VR
exposure (Kong et al. 2017). As shown in Supplementary Materials,
our results also revealed no significant group differences in the
explicit measures of embodiment from questionnaires. We also
failed to observe a significant correlation between TB or bind-
ing changes and these explicit measures. Results and possible
implications of explicit ratings are detailed in the Supplementary
Materials (Fig. S1 and Table S2).

MRI acquisition
All functional and structural MRI data were acquired on a
Siemens 3 T Prisma scanner with a 64-channel head–neck
coil at the Center for MRI Research, Peking University. High-
resolution functional images were acquired using a multi-
band echo-planar sequence (62 axial slices, repetition time
(TR) = 2,000 ms, echo time (TE) = 30 ms, flip angle (FA) = 90◦,
field of view (FOV) = 224 × 224 mm2, matrix size = 112 × 112, slice
thickness = 2.0 mm, voxel size = 2 × 2 × 2 mm3, multi-band fac-
tor = 2). High-resolution 3D T1-weighted anatomical images were
acquired before the pre-test using the magnetization-prepared
rapid-acquisition gradient-echo sequence (192 sagittal slices,
TR = 2,530 ms, TE = 2.98 ms, inversion time = 1,100 ms, FA = 7◦,
FOV = 224 × 256 mm2, matrix size = 224 × 256, interpolated to
448 × 512, slice thickness = 1.0 mm, voxel size = 0.5 × 0.5 × 1 mm3).

MRI analysis
fMRI data were preprocessed using Statistical Parametric Mapping
software (SPM12; http://www.fil.ion.ucl.ac.uk/spm12/) and ana-
lyzed using the toolbox for Data Processing & Analysis for Brain
Imaging (DPABI, Version 6.2; http://rfmri.org/DPABI; Yan et al.
2016) implemented in MATLAB (R2021a, MathWorks). After pre-
processing, the statistical analyses were conducted in R (Version
4.3.1). Bayesian analysis was conducted in JASP (Version 0.18.1;
https://jasp-stats.org/). All of the surface-view brain results and
ROIs were visualized with the BrainNet Viewer (Version 1.7; http://
www.nitrc.org/projects/bnv/; Xia et al. 2013).

Data preprocessing
Functional images were preprocessed using SPM12. For each par-
ticipant, the first five volumes of each functional run were dis-
carded. The remaining images were corrected for slice timing and
head motion and spatially normalized to Montreal Neurological
Institute (MNI) space via unified segmentation (resampling into
2 × 2 × 2 mm3 voxel size). One participant from the control group
showed excessive head motion (>2 mm or 2◦) and was excluded
from data analysis. The resulting images were spatially smoothed
using a 6-mm full-width half-maximum Gaussian kernel for uni-
variate contrast analyses.

Generalized linear model
At the first (individual) level, preprocessed functional images of
the pre-test and post-test TB tasks were modeled in a general-
ized linear model (GLM). As the conditions (operant or baseline)
were presented in separate runs (with the condition order ran-
domized and counterbalanced across participants), for each trial
we regarded the trial onset as a tighter baseline for temporal
judgment at tone onset and thus included two regressors cor-
responding to the two onsets for each run. Each regressor was

convolved with the canonical hemodynamic response function.
The GLM also included six predictors of head motion parameters
for each run. The high-pass filter was set at 128 s. After model
estimation, whole-brain contrast images of operant condition
(tone versus start) versus baseline (tone versus start) in the pre-
test and post-test were calculated for each participant for further
analyses.

Regions of interest definition
Two types of regions of interest (ROI) were defined to examine
their possible involvement in VR-induced changes of TB effects.
(i) Literature-based ROIs were defined on the basis of a previously
published meta-analysis on SoA (Seghezzi et al. 2019), which was
adopted based on considerations of publication date (i.e. whether
includes the recent advances) and relevance (i.e. whether includes
relevant and similar studies to our study as opposed to focus-
ing on particular paradigms). We included all the seven regions
(Table 1 and Fig. 2a) reported in the meta-analysis, including clus-
ters associated with self-SoA (SoA attributed to self) and with
external-SoA (SoA attributed to others), for completeness, as both
were related to SoA processing. The ROIs were defined as 8-mm-
radius spheres centering on each MNI coordinate. (ii) Task-based
ROIs were functionally defined using our pre-test data only, as
the post-test data might be confounded by the additional practice
effect and the VR exposure effect. As shown in our behavioral
results, in the pre-test, TBs could be elicited merely by observation
of “avatar hand” actions. We thus defined the observation-elicited
SoA ROIs by contrasting operant versus baseline conditions across
all participants, which followed the behavioral operationalization
of the TB effects. Only one cluster was found at the threshold of
voxel-level one-tailed P < 0.001 and cluster-level family wise error
(FWE) corrected P < 0.05 (Table 1 and Fig. 2b).

ROI-level phase × group interaction effects
Behaviorally, we expected to find a significant Phase × Group
interaction effect for the TB effect, which was found in our
previous study (Kong et al. 2017). Thus, to investigate the neural
basis of the VR-induced changes of implicit SoA, we also examined
the Phase × Group interaction effects at the ROI level. In each
ROI we defined above, the averaged beta values of the operant
condition versus baseline in different phases (pre- or post-test)
were extracted for each participant. These values were examined
using two-way mixed ANOVAs, with Phase as the within-group
factor (pre- or post-test) and Group as the between-group factor
(experimental or control group). For ROIs revealing insignificant
interaction effects (P > 0.05), Bayesian ANOVAs were conducted
by JASP (0.18.1) with the default setting. The effects of the com-
ponents were calculated by comparing across the matched mod-
els. The model-averaged inclusion Bayesian factor (BFincl) of the
Phase × Group interaction component was used to quantify the
evidence in favor of the null hypothesis (no interaction effect),
with 0.33 < BFincl < 1 as anecdotal evidence, 0.1 < BFincl < 0.33 as
moderate evidence, and BFinclu < 0.1 as strong evidence (van den
Bergh et al. 2020).

Whole-brain univariate analyses
In the task-based ROI analysis, a one-sample t-test of the contrast
images obtained in the pre-test for all participants was carried
out to localize the regions underlying the TB effects. Similar t-
tests for the post-test were conducted for the experimental and
control groups, respectively, to localize similar regions after VR
exposure. Besides, the VR exposure-related neural activities were

D
ow

nloaded from
 https://academ

ic.oup.com
/cercor/article/34/2/bhad547/7607165 by Beijing N

orm
al U

niversity Library user on 18 February 2024

https://academic.oup.com/cercor/article-lookup/doi/10.1093/cercor/bhad547#supplementary-data
https://academic.oup.com/cercor/article-lookup/doi/10.1093/cercor/bhad547#supplementary-data
https://academic.oup.com/cercor/article-lookup/doi/10.1093/cercor/bhad547#supplementary-data
https://academic.oup.com/cercor/article-lookup/doi/10.1093/cercor/bhad547#supplementary-data
http://www.fil.ion.ucl.ac.uk/spm12/
http://www.fil.ion.ucl.ac.uk/spm12/
http://www.fil.ion.ucl.ac.uk/spm12/
http://www.fil.ion.ucl.ac.uk/spm12/
http://www.fil.ion.ucl.ac.uk/spm12/
http://www.fil.ion.ucl.ac.uk/spm12/
http://www.fil.ion.ucl.ac.uk/spm12/
http://www.fil.ion.ucl.ac.uk/spm12/
http://rfmri.org/DPABI
http://rfmri.org/DPABI
http://rfmri.org/DPABI
http://rfmri.org/DPABI
https://jasp-stats.org/
https://jasp-stats.org/
https://jasp-stats.org/
https://jasp-stats.org/
http://www.nitrc.org/projects/bnv/
http://www.nitrc.org/projects/bnv/
http://www.nitrc.org/projects/bnv/
http://www.nitrc.org/projects/bnv/
http://www.nitrc.org/projects/bnv/
http://www.nitrc.org/projects/bnv/


6 | Cerebral Cortex, 2024, Vol. 34, No. 2

Table 1. Summary of the ROI-level results.

Location Coordinates Phase × Group Correlation with binding changes

(MNI, mm) interaction effects ALL EXP

Area H x y z F1, 43 p Cohen’s f BFincl r43 p r22 p

Literature-based ROIs
SMA L −7 −4 69 0.11 0.745 0.050 0.302H0 0.05 0.737 −0.18 0.401
Insula L −41 2 1 0.13 0.716 0.056 0.314H0 −0.09 0.566 −0.36 0.083
CAL R 18 −90 −1 <0.001 0.993 0.001 0.325H0 0.08 0.607 0.07 0.724
CE R 24 −53 −27 0.08 0.783 0.042 0.294H0 0.03 0.827 −0.11 0.601
IPL L −46 −48 51 0.58 0.450 0.116 0.407 −0.20 0.195 −0.37 0.077

∗∗∗

STG R 54 −49 22 0.39 0.538 0.095 0.349 −0.06 0.697 −0.29 0.168
AG R 45 −60 43 7.67 0.008∗∗ 0.422 13.546 −0.25 0.092

∗∗∗ −0.36 0.087
∗∗∗

Task-based ROI
IPL R 50 −44 44 5.29 0.026∗ 0.351 3.708 −0.35 0.017∗ −0.44 0.029∗

Notes: H = Hemisphere, L = left, R = right; SMA = Supplementary motor area, Insula = Posterior insula, CAL = Calcarine scissure, IPL = Inferior parietal lobule,
AG = Angular gyrus, STG = Superior temporal gyrus, CE = Cerebellum; H0: moderate evidence in support of the null hypothesis of no interaction effect
(BFincl < 0.33).

∗
0.01 < P < 0.05.

∗∗
P < 0.01.

∗∗∗
0.05 < P < 0.10.

quantified by subtracting the whole-brain contrast images of the
pre-test (operant versus baseline) from the post-test (operant
versus baseline) for each participant. A two-sample t-test was
then conducted to compare the two groups, which is equivalent
to the Phase × Group interaction effects. All whole-brain results
were thresholded at voxel-wise one-tailed P < 0.001, cluster-level
FWE-corrected P < 0.05. For the contrasts that did not survive the
cluster-level FWE correction, clusters exceeded 20 voxels (voxel-
wise threshold at one-tailed P < 0.001) were reported.

Correlation analyses between fMRI and behavioral
measures
To further examine whether VR-induced neural changes were
associated with VR-induced behavioral changes, we computed
the Pearson correlation between behavioral changes in TB effects
and the neural signal changes in the ROIs showing significant
Phase × Group interaction effects and at the whole-brain level.
To rule out the possibility that the correlations may simply arise
from group differences, we also carried out the correlation in the
experimental group alone.

Results
Behavioral results: the temporal binding effect
Before the VR exposure (during the pre-test phase), both groups
of participants showed a moderate level of TB effect (Fig. 1c).
In the baseline condition, when the avatar hand remained sta-
tionary, the temporal judgment error amounted to an average of
−26.23 ms (SE = 13.86 ms, same below) and −45.89 (17.75) ms for
the experimental and control groups, respectively. In the oper-
ant condition with the avatar hand suddenly pressing the but-
ton before the tone, the judgment error was −75.27 (16.10) ms
and −119.18 (24.99) ms for the experimental and control groups,
respectively. Thus, in the pre-test, both groups showed a negative
perceptual shift in timing judgment of the tone, an indicator of
TB. Notably, between-group comparison of the TB effects in the
pre-test was not significant (t43 = 1.29, P = 0.206, Cohen’s d = 0.38).
Bayesian analysis did not show good evidence for a group dif-
ference in the pre-test, and the evidence for a null result was
also anecdotal (BF10 = 0.573). These results suggested that the
magnitudes of the binding effects in the pre-test were matched
across groups.

Crucially, after the VR exposure in the post-test, the exper-
imental group increased their binding effects by 45.80 ms
(8.69) with the baseline and operant error of −5.16 (14.08) ms
and −100.01(18.23) ms, respectively. The control group’s binding
effects remained largely unchanged (differed from the pre-test by
−16.17 ± 11.68 ms, with a baseline error of −26.73 ± 14.79 ms
and an operant error of −116.20 ± 23.32 ms). This group
difference was confirmed by a mixed ANOVA (within-group
factor: Phase; between-group factor: Group): both the interaction
effect (F1, 43 = 4.27, P = 0.045, Cohen’s f = 0.32) and the main
effect of Phase (F1, 43 = 18.68, P < 0.001, Cohen’s f = 0.66) reached
significance, while the main effect of Group was not significant
(F1, 43 = 0.33, P = 0.567, Cohen’s f = 0.09). Post-hoc comparisons
indicated that the experimental group showed enhanced binding
effects in the post-test (−94.85 ± 11.46 ms) compared to the pre-
test (−49.04 ± 12.89 ms; t = 4.68, Bonferroni-corrected P < 0.001,
Cohen’s d = 0.97), while the same effect was absent in the control
group (t = 1.54, Bonferroni-corrected P = 0.130, Cohen’s d = 0.34).
These behavioral results and their effect sizes were similar to
those in our previous study (Kong et al. 2017), indicating that
seeing and controlling an avatar hand enhanced the TB effect.

Literature-based ROI results
To investigate the possible involvement of the traditional SoA
regions (typically induced by self-action, Seghezzi et al. 2019) in
our VR-induced SoA effects, we explored whether these regions
could show similar Phase× Group interaction effects as the behav-
ioral results above.

Among the seven literature-based ROIs (Table 1 and Fig. 2a),
only one ROI centered at the right angular gyrus (AG) yielded
a significant interaction effect (F1, 43 = 7.67, P = 0.008, Cohen’s
f = 0.42), marginally surviving the Bonferroni-correction (cor-
rected P = 0.058). Post-hoc comparisons indicated that the
interaction effect in the right AG was driven by the significantly
increased signal after VR exposure with a visible avatar for
the experimental group (t = 2.14, Bonferroni-corrected P = 0.038,
Cohen’s d = 0.44), as well as the marginally significant signal
decrease for the control group (t = −1.79, Bonferroni-corrected
P = 0.081, Cohen’s d = −.39). Note that the pre-test signals were
comparable across two groups (t43 = −1.56, P = 0.126, Cohen’s
d = −.47). For the rest six ROIs showing insignificant interaction
effects (all ps > 0.05), Bayesian ANOVAs were conducted to
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Fig. 2. ROI-level results. (a) Literature-based ROI results. Seven ROIs were defined on the basis of a previously published meta-analysis (Seghezzi et al.
2019). The locations of the ROIs were displayed in the center panel (details in Table 1). The bar plots showed the mean beta values of operant versus
baseline in different phases and different groups (EXP = experimental group, CTL = control group), with the error bars indicating standard error and the
scatter points showing the individual data. The right AG yielded a significant phase× group interaction effect, marginally surviving the Bonferroni-
correction. The lower right scatter graph depicted the association between the TB changes and the VR exposure-related signal changes in the right AG.
The regression lines for all participants and the experimental group alone were displayed. (b) Results of the task-based ROI, defined as regions showing
stronger activation in the operant condition relative to the baseline in the pre-test for all participants. Left panel: Only one cluster centered at the right
IPL at the threshold of voxel-level one tailed P < 0.001 and cluster-level FWE corrected P < 0.05 (details in Table 1). Center panel: The bar plot showed
the mean beta values of operant versus baseline in different phases and different groups (EXP = experimental group, CTL = control group), with the error
bars indicating standard error and the scatter points showing the individual data. Right panel: The scatter graph depicted the association between the
TB changes and the VR exposure-related signal changes in the right IPL cluster. The regression lines for all participants and the experimental group
alone were displayed.

quantify the evidence in favor of the null hypothesis (H0: no
interaction effect). BFincl yielded moderate evidence for H0 in the
left pre-SMA, the left Insula, the right calcarine scissure (CAL)
and the right cerebellum (CE; all BFincls < 0.33), and anecdotal
evidence for H0 in the left inferior parietal lobule (IPL; BFincl = 0.41)
and the right superior temporal gyrus (STG; BFincl = 0.35). Thus,
although most of regions from the traditional SoA network were

not involved in our paradigm, the right AG’s neural response
to the implicit SoA was modulated by VR exposure. Importantly,
correlation analyses showed that activation changes in this region
negatively correlated with behavioral changes in TB at a marginal
significance (r43 = −0.25, P = 0.092; lower right panel in Fig. 2a),
and this correlation remained for the experimental group alone
(r22 = −0.36, P = 0.087). That is, the bigger the activation changes in
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Table 2. Summary of the whole-brain contrasts.

Location Coordinates (MNI, mm) kE Peak t Cluster
pFWE-corr

Area H x y z

Experimental group (n = 24): binding effects (operant vs. baseline) in the post-test
(Threshold: voxel-level one-tailed P < 0.001 and cluster-level FWE corrected P < 0.05)
IFG R 52 18 28 386 7.15 <0.001
IPL L −40 −38 52 297 6.64 <0.001
Precuneus L −12 −70 54 83 6.19 0.036
Precuneus R 8 −66 52 350 5.59 <0.001
IPL R 46 −40 34 256 5.57 <0.001
SFG L −28 −4 60 89 4.78 0.026

Control group (n = 21): binding effects (operant vs. baseline) in the post-test
(Threshold: voxel-level one-tailed P < 0.001 and k > 20)
IPL/SMG L −52 −38 34 23 5.32 0.849
MTG R 62 −54 8 23 4.83 0.849

Between-group contrast (Exp vs. Ctl) of the VR exposure-related effects
(Threshold: voxel-level one-tailed P < 0.001 and k > 20)
IFG R 54 16 28 55 4.45 0.262
AG R 38 −66 54 20 3.70 0.941

Notes: H = Hemisphere, L = left, R = right, kE = cluster size (vx).

the right AG (more positive values), the larger the increases in the
TB effects (more negative values).

Task-based ROI results
Unlike the previous imaging studies using voluntary actions to
study SoA, we elicited the TB effects merely by observation of
“embodied” actions. Thus, we defined another type of ROI to
represent the neural responses of our modified TB task. As the TB
effects were behaviorally calculated as operant errors—baseline
errors, the task-based ROI was defined using the contrast “operant
versus baseline” in the pre-test for all participants. Only one clus-
ter centered at the right IPL showed significant activation (Table 1
and Fig. 2b; peak MNI xyz: 50, −44, 44; cluster size = 296 voxels,
peak t44 = 5.14, cluster-level pFWE-corr < 0.001) at the threshold of
voxel-level one-tailed P < 0.001 and cluster-level FWE corrected
P < 0.05.

The right IPL cluster is anatomically close to the right AG
cluster defined in the literature-based ROIs above (16.8 mm
between the peak coordinates), and also yielded a similar Phase×
Group interaction effect (F1, 43 = 5.29, P = 0.026, Cohen’s f = 0.35).
Post-hoc comparisons indicated that the interaction effect in the
right IPL cluster was driven by the significantly decreased signal
after VR exposure for the control group (t = −4.46, Bonferroni-
corrected P = 0.021, Cohen’s d = −0.53) and no significant signal
change for the experimental group (t = 0.80, Bonferroni-corrected
P = 0.426, Cohen’s d = 0.17). Note that the pre-test signals were
comparable across two groups (t43 = −0.85, P = 0.401, Cohen’s
d = −0.25). Similar to the AG, the right IPL demonstrated a negative
correlation between VR-induced neural and behavioral changes.
This was observed when data were evaluated for all participants
(r43 = −0.35, P = 0.017; lower right panel in Fig. 2b) as well as for the
experimental group alone (r22 = −0.45, P = 0.029).

Whole-brain results
As mentioned above, the binding effects in the pre-test across
all participants were found in the right IPL. After VR exposure
(visible avatar for the experimental group and invisible for the
control group), the binding effects in the post-test were exam-
ined for the experimental and control group, respectively. For the

experimental group who behaviorally showed enhanced binding
effects in the post-test, we observed significant activation in five
clusters (Table 2 and top panel of Fig. 3a; voxel-level threshold at
one-tailed P < 0.001 and cluster-level FWE correction at P < 0.05),
including the right inferior frontal gyrus (IFG), bilateral IPL, bilat-
eral precuneus, and left superior frontal gyrus (SFG). Note that
the right IPL cluster largely overlaps with the task-based ROI, IPL,
defined in the pre-test (Table 1 and Fig. 2b). For the control group,
no significant activation was found at the conventional threshold
and we observed small clusters in the left inferior parietal lobule
and the right middle temporal gyrus at a lenient threshold of
voxel-wise P < 0.001, cluster size > 20 voxels (Table 2).

We then examined the whole-brain Phase × Group interaction
effect and found that no regions survived the conventional
threshold. At a lenient threshold of voxel-level one-tailed P < 0.001
and cluster size > 20 voxels (Table 2), interaction effects were
observed in the right IFG and the right AG (Fig. 3b). The two
clusters demonstrated similar interaction patterns in that the
experimental group exhibited increased activation (t23 > 2.07,
P < 0.05) and the control group showed reduced activation
(t20 > 2.09, P < 0.05) in the comparison between pre- and post-
test data. In terms of behavioral associations, the right AG
cluster showed a significantly negative correlation between the
binding changes and the signal changes for all participants
(r43 = −0.33, P = 0.025), which did not approach significance for
the experimental group (r43 = −0.17, P = 0.437) or the control group
(r20 = −0.26, P = 0.025) alone; notably, the correlation coefficients
between two groups were not significantly different (Fisher z
difference = 0.309, P = 0.379). The similar negative correlation
in right IFG was marginally significant for all participants
(r43 = −0.28, P = 0.061) and reached significance for the experimen-
tal group alone (r43 = −0.56, P = 0.005). Whole-brain correlation
analyses did not reveal other significant regions even at a lenient
threshold.

Discussion
We examined the brain activation pattern supporting the changes
in SoA that were elicited by passive observation of “embodied”
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Fig. 3. Whole-brain results. (a) Whole-brain results of the binding effects in the post-test. Top panel: The experimental group showed activation in the
post-test in five clusters (voxel-level threshold at one-tailed P < 0.001 and cluster-level FWE correction at P < 0.05). Bottom panel: No significant activation
in the post-test was found for the control group at the same threshold. Clusters exceeding 20 voxels at a voxel-level threshold of one-tailed P < 0.001
were displayed. (b) Whole-brain results of the VR exposure-related effects between two groups. Left panel: No significant activation was detected at
a voxel-level threshold of one-tailed P < 0.001 and cluster-level FWE correction at P < 0.05. Clusters of the right IFG and right AG exceeded 20 voxels
at a voxel-level threshold of one-tailed P < 0.001 and were displayed. Center and right panel: The scatter graphs depicted the association between the
TB changes and the VR exposure-related signal changes in the right IFG and right AG, respectively. The regression lines for all participants and the
experimental group alone were displayed (EXP = experimental group, CTL = control group).

avatar actions using the TB paradigm before and after VR
exposure. Behaviorally, we replicated our previous findings
that controlling an avatar for a short period of time lead to
increased binding upon seeing the avatar’s hand action while
the actual hand stays immobile (Kong et al. 2017). Extending
the previous finding, here we show that this VR embodiment
effect persists after exiting the VR setting and when the same
avatar hand is then depicted in a two-dimensional display in
the fMRI scanner. Our neuroimaging results identified that TB
elicited by observation is specifically associated with a cluster
centered at the inferior parietal lobule. Accordingly, our ROI
analysis with the previously identified SoA network found that the
VR enhancement of TB is specifically implicated in the right AG,
not in any motor planning regions such as pre-SMA. The trend in
the right AG ROI, marginally surviving the Bonferroni-correction,
also converged with the whole brain analysis. The higher the
activation changes in the region, the larger the increase in TB
(Figs. 2a and 3b). As expected, the observed neural correlates for

VR-induced SoA are distinct from neural correlates for other VR-
induced self-consciousness changes, such as bodily ownership
and self-localization. Our findings not only revealed the neural
substrate underlying TB elicited by observation, but also provided
supporting evidence for the reconstructive mechanism of SoA by
showing that TB is subserved by neural regions tied to inferential
sensemaking of sensory events.

Previous investigations have extensively examined the activa-
tion foci for SoA by contrasting condition pairs with presumably
different levels of SoA, i.e. voluntary action versus rest, volun-
tary action versus stimulus-driven action, actions with higher
visuomotor congruency versus those with lower congruency (see
a recent review, Seghezzi et al. 2019). Of note, all these con-
trasting analyses involve voluntary actions. Thus the identified
extensive brain network for SoA includes sensorimotor areas,
especially those related to intentionality and motor planning
(Seghezzi et al. 2019; Zapparoli et al. 2020). For example, the
dorsolateral prefrontal cortex is associated with action selection
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(Khalighinejad et al. 2016), pre-SMA with intentionality (Yomogida
et al. 2010; Zapparoli et al. 2018, 2020), and SMA proper with motor
planning and initiation (Kühn et al. 2013; Passingham and Lau
2019). Consistent with the rationale of our task design, all these
prefrontal and frontal areas, related to the generation of action
before action feedback, returned a null effect in our data (Fig. 1a
and Table 1), except the right AG identified by the meta-analysis
based on voluntary action-related SoA (Seghezzi et al. 2019).

The TB change elicited by observing an embodied action is not
only specifically associated with the right AG, but also associated
with a cluster extended to the right IPL. Both are not directly tied
to motor planning and movement initiation. This finding supports
the reconstructive mechanism of SoA, which emphasizes that the
TB is grounded by retrospective causality since the right AG and
IPL participate in both SoA and causal processing in general. The
right IPL has been one of the most frequently revealed neural cor-
relates of SoA (Farrer et al. 2003, 2008; Schnell et al. 2007; Nahab
et al. 2011; Chambon et al. 2013, 2015). Even anosognosia patients
who often assert that they performed an action with their para-
lyzed, immobile limb typically have lesions in the right parietal
lobule (Fotopoulou et al. 2008). More importantly, the right IPL is
broadly involved in causal processing since the explicit judgment
of both physical and social causality relates to neural activations
in the right IPL, along with other areas (Wende et al. 2013; Renes
et al. 2015). Even seeing a causal event, such as an object collision,
elicits more activations in the right IPL than seeing a non-causal
event, such as an object launching (Fugelsang et al. 2005).

The AG, similarly implicated by numerous SoA studies, engages
in diverse cognitive tasks that require inferential sensemaking.
For SoA, meta-analyses have shown that the TPJ, with the right
AG included, is related to attributing SoA to others (external
SoA, Sperduti et al. 2011) and to the reduction of self-agency
(negative SoA, Zito et al. 2020). A recent review also finds AG as
a common node for encoding motor intention and SoA (Seghezzi
et al. 2019). Beyond agency tasks, the AG has been reliably shown
to engage in a wide range of tasks, including reasoning, semantic
processing, word reading and comprehension, memory retrieval,
attention and spatial cognition, default mode network, and social
cognition. A well-received unified theory about the AG’s function,
based on the commonality of these tasks, highlights its role in
sensemaking, i.e. giving meaning to external sensory informa-
tion or internal thoughts (Seghier 2013). For instance, the AG
engages in the comprehension of speech and written languages
(Xu et al. 2005; Obleser and Kotz 2010), especially in solving
referential ambiguity (Nieuwland et al. 2007). It also engages in
inferring human intention in the theory of mind tasks (Mason
and Just 2011). Given its rich anatomical connectivity to widely
distributed brain regions, the AG appears suitable for combining
diverse information, linguistic and nonverbal (e.g. body move-
ments), prior knowledge (experiences, context, and purpose), and
new sensory information, to converge toward plausible accounts
of the events. This sensemaking process can be implemented as
an active optimization process that combines bottom-up infor-
mation (i.e. sensory information) with top-down predictions (i.e.
prior knowledge and purpose) to minimize surprise according to
the free energy principle (Friston 2010). Pertinent to our findings
here, the AG is a central region for the inferential sensemaking
process in various tasks, among which the agency-related task is
an important genre since SoA sets the boundary between self and
the external environment (Seghier 2013, 2022).

The involvement of AG and IPL in our observation-based TB
is in line with the reconstructive mechanism of SoA (Wegner
and Wheatley 1999; Wegner 2003; Buehner and Humphreys 2009;

Desantis et al. 2011; Tramacere 2022). Our findings, of course,
should not be taken as evidence against the importance of the
prospective processing for SoA during voluntary action. There
exists extensive behavioral and neural evidence that both the
prospective motoric process in motor planning and the retro-
spective process in outcome evaluation contribute to SoA, though
their relative importance depends on available cues and task
goals (Moore and Obhi 2012; Synofzik et al. 2013). Even AG, the
region we identified as crucial for retrospective processing of SoA,
has been shown to monitor signals related to action selection in
the dorsolateral prefrontal cortex when participants are required
to explicitly report their SoA (Chambon et al. 2013, 2015). Our
findings highlight that the brain can indeed invoke SoA-related
processing retrospectively when no action is involved.

In line with the widely reported dissociation between explicit
SoA and TB (Buehner 2012; Dewey and Knoblich 2014; Lynn et al.
2014; Saito et al. 2015; Wen et al. 2015; Kong et al. 2017; Kirsch
et al. 2019; Ma et al. 2019, 2021; Schwarz et al. 2019; Suzuki
et al. 2019), our findings can also be viewed as a challenge to
the validity of treating TB as an implicit measurement of SoA. TB
with voluntary actions indeed changes according to SoA manipu-
lations, including the aforementioned experimental comparisons
between active and passive movements and between congruent
and incongruent action feedback. However, TB can also be elicited
without action and supported by distinct neural substrates, as
shown here. Thus, a parsimonious account of TB posits that it
results from top-down causal belief about the timing of sequential
events, with or without voluntary action (Hoerl et al. 2020). The
belief is about the causal relationship between a movement-
related event, not necessarily an intentional action, and a sub-
sequent outcome event. The causal belief is subject to influence
from priming, instruction, statistical contingency, and prior belief,
which all have been shown to affect the TB (Wegner 2003; Aarts
et al. 2005; Moore et al. 2009; Ebert and Wegner 2010; Desantis
et al. 2011; Ma et al. 2019). The causal account thus views TB
as a general phenomenon in timing perception and casual belief,
beyond a reflection of implicit SoA that has been argued to embed
in the motor system. This view resembles the reconstructive
mechanism of SoA with its emphasis on inferential processing for
sensory events. In this light, the VR experience with the avatar
might strengthen the internal model, thus facilitating the for-
mation of causal belief between avatar “action” and subsequent
sensory outcome. The AG and IPL underlie the VR binding effects,
and might play a role in representing the causal belief. Though
risking the curse of reverse inference from neural findings to
cognitive processes, our findings support the causal account by
showing that the neural substrate underlying our observed VR
binding effect involves AG and IPL, important areas supporting
the causal inference of sensory events.

Though a quantitative model of SoA is currently lacking, vari-
ous aspects of TB have been accounted for by probabilistic infer-
ence models based on Bayesian cue combination (Moore and
Fletcher 2012; Wolpe et al. 2013; Legaspi and Toyoizumi 2019;
Lush et al. 2019). The temporal shift of the action and the action
outcome are modeled as resulting from optimal estimates of their
specific timing when relevant sensory cues and prior expectations
are integrated according to causality between cues. Specifically,
the shifts occur only when the “action” is inferred as causal for the
subsequent effect (Legaspi and Toyoizumi 2019). In computational
terms, the binding builds upon a prior belief of a causal relation-
ship and the sensory evidence of related timing cues, independent
of whether intentional action is involved. From the perspective of
the Bayesian model, our increased binding of the outcome event
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can be viewed as reflecting an enhanced prior belief of the causal
relationship between the avatar movement and the subsequent
beep tone. Both our VR and control groups received identical
sensory feedback in the TB task, and the only difference is that
the VR group had prior experience visually controlling the avatar
before the post-test. The embodiment of the avatar is thus akin
to an enhanced prior belief that the avatar hand is responsible
for the outcome (Desantis et al. 2011; Haering and Kiesel 2012),
which leads to an increased timing shift according to the Bayesian
model of TB (Legaspi and Toyoizumi 2019). In fact, a similar
Bayesian model based on causal inference also explains the sense
of bodily ownership, another component of self-consciousness,
as investigated in the classical rubber hand illusion paradigm
(Chancel et al. 2022a). More importantly, causal beliefs about
relevant ownership cues, estimated from this paradigm, are impli-
cated in the IPS, a region often associated with cue combination,
as well as the AG (Chancel et al. 2022b). These modeling and
neuroimaging work thus suggest that classical measures of self,
i.e. the rubber hand illusion in the sense of bodily ownership and
the TB in the SoA, might be governed by the same causal inference
mechanism with the involvement of IPL and AG.

Previous studies on VR embodiment have largely focused on
how multisensory integration affects people’s self-consciousness
(Slater et al. 2009; Banakou and Slater 2014). With a brief exposure
to VR, people erroneously feel that they own a virtual body part
or even a full virtual body (Petkova et al. 2011; Blanke et al. 2015),
mislocate themselves (Ehrsson 2007), or change the perception
of one’s identity (Petkova et al. 2011; Banakou et al. 2013). The
common technique is to present a vivid visual representation of
an avatar and match it spatiotemporally with sensory cues from
other modalities, including tactile, auditory, and proprioceptive
cues (Slater et al. 2009; Banakou and Slater 2014). Neuroimaging
studies have shown that the premotor cortex and TPJ are key areas
for bodily ownership (Bekrater-Bodmann et al. 2014; Pamplona
et al. 2022) and self-location (Ionta et al. 2011; Lenggenhager et al.
2011). However, the neural correlate of SoA over a virtual body is
understudied. Existing studies typically manipulated spatiotem-
poral mismatch between avatar and actual action (Nahab et al.
2011; Limanowski et al. 2017) as in other embodiment studies,
say, on bodily ownership. Interestingly, the neural correlates to
these parametrical modulations of SoA (not necessarily about
the degree of SoA) also include IPL, along with other regions
like STS (Limanowski et al. 2017). Our study differed from these
studies by showing that sensorimotor control experience with
an avatar can lead to subsequent SoA changes over the avatar
movement, whose neural correlates center at the right AG and IPL,
key areas that are also associated with SoA arising from actions
in real settings. Given this cluster covers high-order associative
regions, we postulate that the VR embodiment effect is potentially
generalizable to other tasks beyond the TB. For instance, SoA
arising from voluntary actions contributes to perceptual atten-
uation of action-induced sensory stimuli (Blakemore et al. 1998;
Shergill et al. 2005) or self-other distinction (Kahl and Kopp 2018).
Whether these perceptual tasks are affected by similar avatar-
control experiences in VR warrants further investigation.

Our findings raised possible problems for the era of VR or
metaverse. First, despite the fact that our participants did not
change their self-reported SoA rating with the brief VR experience
(see Supplementary Materials), it is still possible that people’s
explicit judgment of SoA can be modulated by long-term VR
use. Second, individuals with neurological and psychiatric disor-
ders experience disrupted SoA and illusions in their daily lives

(Frith et al. 2000; Edwards and Bhatia 2012), and even neurotyp-
ical individuals can occasionally experience faulty SoA, say, with
sensory priming (Wegner and Wheatley 1999; Aarts et al. 2005).
Whether certain populations’ self-consciousness is negatively
affected by the experience of controlling an avatar is an important
open question from the perspective of psychopathology. Third,
given the observed immediate behavioral and neural effect of an
embodied avatar on SoA, we expect that unintended “actions” of
the avatar, accidentally caused by technical glitches in the virtual
worlds, might affect the avatar owner’s SoA and even lead to psy-
chological harm (Cheong 2022). These previously rare scenarios
might lead to potential legal issues about how to account for the
responsibility of compromising someone’s SoA in the metaverse.

In conclusion, the TB elicited by passive observation of an
embodied virtual body is subserved by the right AG and IPL,
regions related to causal inference and inferential sensemaking
but not directly related to motor control. In contrast, traditional
motor planning areas (e.g. pre-SMA), widely observed in studies
on the SoA arising from voluntary actions, are not implicated.
These findings support the reconstructive mechanism of SoA that
emphasizes retrospective processing of SoA-related cues and sug-
gests that the experience of controlling an avatar might enhance
the causal belief of avatar action and its action outcome, leading
to increased TB. Our behavioral and fMRI results also questioned
the validity of using TB as a measure of implicit SoA. Furthermore,
given that people’s causal belief over an avatar’s action can be
built up, both behaviorally and neurophysiologically, by a brief
period of avatar control in immersive VR, how the embodiment
of a virtual body affects our self-consciousness and other psy-
chological constructs would pose as a novel problem when our
populace spends increasing time in virtual or digital worlds.

Acknowledgments
We thank Chunfang Yan and Dr Weiwei Men for the help with the
VR fMRI experiment settings.

Author contributions
Yiyang Cai (Data curation, Formal Analysis, Investigation,
Methodology, Resources, Software, Validation, Visualization,
Writing—original draft, Writing—review & editing), Huichao Yang
(Formal Analysis, Funding acquisition, Methodology, Validation,
Writing—review & editing), Xiaosha Wang (Formal Analysis,
Methodology, Validation, Writing—review & editing), Ziyi Xiong
(Formal Analysis, Methodology, Validation, Writing—review &
editing), Simone Kühn (Conceptualization, Funding acquisition,
Writing—review & editing), Yanchao Bi (Methodology, Supervision,
Writing—original draft, Writing—review & editing), and Kunlin
Wei (Conceptualization, Funding acquisition, Methodology,
Project administration, Resources, Supervision, Writing—original
draft, Writing—review & editing).

Supplementary material
Supplementary material is available at Cerebral Cortex online.

Funding
This work was supported by STI2030-Major Projects (2021ZD
0202600) and the National Natural Science Foundation of China

D
ow

nloaded from
 https://academ

ic.oup.com
/cercor/article/34/2/bhad547/7607165 by Beijing N

orm
al U

niversity Library user on 18 February 2024

https://academic.oup.com/cercor/article-lookup/doi/10.1093/cercor/bhad547#supplementary-data
https://academic.oup.com/cercor/article-lookup/doi/10.1093/cercor/bhad547#supplementary-data


12 | Cerebral Cortex, 2024, Vol. 34, No. 2

(62061136001, 32071047, 31871102) awarded to KW, and the
National Natural Science Foundation of China (32100837) to H.Y.,
and the German Research Foundation (TRR 169/C8) to S.K. The
funders had no role in study design, data collection and analysis,
decision to publish, or preparation of the manuscript.

Conflict of interest statement: Authors declare that they have no
competing interests.

Data and materials availability
All data needed to evaluate the conclusions in the paper are
present in the paper and/or the Supplementary Materials. Data
reported in this study have been made publicly available via Open
Science Framework and can be accessed at https://osf.io/xnhua/.

References
Aarts H, Custers R, Wegner DM. On the inference of personal author-

ship: enhancing experienced agency by priming effect informa-
tion. Conscious Cogn. 2005:14(3):439–458.

Bach F, Cakmak H, Maass H, Bekrater-Bodmann R, Foell J, Diers M,
Trojan J, Fuchs X, Flor H. Illusory hand ownership induced by
an MRI compatible immersive virtual reality device. Biomed Tech
(Berl). 2012:57(SI-1 Track-L):718–720.

Balslev D, Nielsen FA, Lund TE, Law I, Paulson OB. Similar brain
networks for detecting visuo-motor and visuo-proprioceptive
synchrony. NeuroImage. 2006:31(1):308–312.

Banakou D, Slater M. Body ownership causes illusory self-attribution
of speaking and influences subsequent real speaking. Proc Natl
Acad Sci. 2014:111(49):17678–17683.

Banakou D, Groten R, Slater M. Illusory ownership of a virtual child
body causes overestimation of object sizes and implicit attitude
changes. Proc Natl Acad Sci. 2013:110(31):12846–12851.

Bekrater-Bodmann R, Foell J, Diers M, Kamping S, Rance M, Kirsch
P, Trojan J, Fuchs X, Bach F, Çakmak HK, et al. The importance
of synchrony and temporal order of visual and tactile input
for illusory limb ownership experiences–an fMRI study applying
virtual reality. PLoS One. 2014:9(1):e87013.

Blakemore SJ, Wolpert DM, Frith CD. Central cancellation of self-
produced tickle sensation. Nat Neurosci. 1998:1(7):635–640.

Blanke O, Slater M, Serino A. Behavioral, neural, and computa-
tional principles of bodily self-consciousness. Neuron. 2015:88(1):
145–166.

Borhani K, Beck B, Haggard P. Choosing, doing, and controlling:
implicit sense of agency over somatosensory events. Psychol Sci.
2017:28(7):882–893.

Botvinick M, Cohen J. Rubber hands ‘feel’ touch that eyes see. Nature.
1998:391(6669):756–756.

Braun N, Thorne JD, Hildebrandt H, Debener S. Interplay of agency
and ownership: the intentional binding and rubber hand illusion
paradigm combined. PLoS One. 2014:9(11):e111967.

Buehner MJ. Understanding the past, predicting the future: cau-
sation, not intentional action, is the root of temporal binding.
Psychol Sci. 2012:23(12):1490–1497.

Buehner MJ, Humphreys GR. Causal binding of actions to their
effects. Psychol Sci. 2009:20(10):1221–1228.

Cavazzana A, Penolazzi B, Begliomini C, Bisiacchi PS. Neural under-
pinnings of the ’agent brain’: new evidence from transcranial
direct current stimulation. Eur J Neurosci. 2015:42(3):1889–1894.

Chambon V, Wenke D, Fleming SM, Prinz W, Haggard P. An online
neural substrate for sense of agency. Cereb Cortex. 2013:23(5):
1031–1037.

Chambon V, Moore JW, Haggard P. TMS stimulation over the inferior
parietal cortex disrupts prospective sense of agency. Brain Struct
Funct. 2015:220(6):3627–3639.

Chancel M, Ehrsson HH, Ma WJ. Uncertainty-based inference of a
common cause for body ownership. elife. 2022a:11:e77221.

Chancel M, Iriye H, Ehrsson HH. Causal inference of body ownership
in the posterior parietal cortex. J Neurosci. 2022b:42(37):7131–7143.

Charalampaki A, Ninija Karabanov A, Ritterband-Rosenbaum A,
Bo Nielsen J, Roman Siebner H, Schram Christensen M. Sense
of agency as synecdoche: multiple neurobiological mechanisms
may underlie the phenomenon summarized as sense of agency.
Conscious Cogn. 2022:101:103307.

Cheong BC. Avatars in the metaverse: potential legal issues and
remedies. Int Cybersecur Law Rev. 2022:3(2):467–494.

Cunnington R, Windischberger C, Deecke L, Moser E. The prepara-
tion and readiness for voluntary movement: a high-field event-
related fMRI study of the Bereitschafts-BOLD response. NeuroIm-
age. 2003:20(1):404–412.

David N, Cohen MX, Newen A, Bewernick BH, Shah NJ, Fink GR,
Vogeley K. The extrastriate cortex distinguishes between the
consequences of one’s own and others’ behavior. NeuroImage.
2007:36(3):1004–1014.

de Bezenac CE, Sluming V, Gouws A, Corcoran R. Neural response to
modulating the probability that actions of self or other result in
auditory tones: a parametric fMRI study into causal ambiguity.
Biol Psychol. 2016:119:64–78.

Desantis A, Roussel C, Waszak F. On the influence of causal beliefs
on the feeling of agency. Conscious Cogn. 2011:20(4):1211–1220.

Desmurget M, Reilly KT, Richard N, Szathmari A, Mottolese C,
Sirigu A. Movement intention after parietal cortex stimulation in
humans. Science. 2009:324(5928):811–813.

Dewey JA, Knoblich G. Do implicit and explicit measures of the sense
of agency measure the same thing? PLoS One. 2014:9(10):e110118.

di Plinio S, Perrucci MG, Aleman A, Ebisch SJ. I am me: brain systems
integrate and segregate to establish a multidimensional sense of
self. NeuroImage. 2020:205:116284.

Ebert JP, Wegner DM. Time warp: authorship shapes the per-
ceived timing of actions and events. Conscious Cogn. 2010:19(1):
481–489.

Edwards MJ, Bhatia KP. Functional (psychogenic) movement dis-
orders: merging mind and brain. Lancet Neurol. 2012:11(3):
250–260.

Ehrsson HH. The experimental induction of out-of-body experiences.
Science. 2007:317(5841):1048–1048.

Farrer C, Frith CD. Experiencing oneself vs another person as being
the cause of an action: the neural correlates of the experience of
agency. NeuroImage. 2002:15(3):596–603.

Farrer C, Franck N, Georgieff N, Frith CD, Decety J, Jeannerod A.
Modulating the experience of agency: a positron emission tomog-
raphy study. NeuroImage. 2003:18(2):324–333.

Farrer C, Frey SH, Van Horn JD, Tunik E, Turk D, Inati S, Grafton ST.
The angular gyrus computes action awareness representations.
Cereb Cortex. 2008:18(2):254–261.

Faul F, Erdfelder E, Lang A-G, Buchner A. G∗ power 3: a flexible
statistical power analysis program for the social, behavioral, and
biomedical sciences. Behav Res Methods. 2007:39(2):175–191.

Ferri F, Frassinetti F, Ardizzi M, Costantini M, Gallese V. A senso-
rimotor network for the bodily self. J Cogn Neurosci. 2012:24(7):
1584–1595.

Fotopoulou A, Tsakiris M, Haggard P, Vagopoulou A, Rudd A,
Kopelman M. The role of motor intention in motor awareness:
an experimental study on anosognosia for hemiplegia. Brain.
2008:131(12):3432–3442.

D
ow

nloaded from
 https://academ

ic.oup.com
/cercor/article/34/2/bhad547/7607165 by Beijing N

orm
al U

niversity Library user on 18 February 2024

https://academic.oup.com/cercor/article-lookup/doi/10.1093/cercor/bhad547#supplementary-data
https://osf.io/xnhua/
https://osf.io/xnhua/
https://osf.io/xnhua/
https://osf.io/xnhua/


Cai et al. | 13

Fried I, Katz A, McCarthy G, Sass KJ, Williamson P, Spencer SS,
Spencer DD. Functional organization of human supplementary
motor cortex studied by electrical stimulation. J Neurosci. 1991:
11(11):3656–3666.

Friston K. The free-energy principle: a unified brain theory? Nat Rev
Neurosci. 2010:11(2):127–138.

Frith CD, Blakemore SJ, Wolpert DM. Explaining the symptoms of
schizophrenia: abnormalities in the awareness of action. Brain Res
Rev. 2000:31(2-3):357–363.

Fugelsang JA, Roser ME, Corballis PM, Gazzaniga MS, Dunbar KN.
Brain mechanisms underlying perceptual causality. Cogn Brain
Res. 2005:24(1):41–47.

Gallagher S. Philosophical conceptions of the self: implications for
cognitive science. Trends Cogn Sci. 2000:4(1):14–21.

Haering C, Kiesel A. Mine is earlier than yours: causal beliefs influ-
ence the perceived time of action effects. Front Psychol. 2012:3:393.

Haggard P. Conscious intention and motor cognition. Trends Cogn Sci.
2005:9(6):290–295.

Haggard P. Sense of agency in the human brain. Nat Rev Neurosci.
2017:18(4):196–207.

Haggard P, Tsakiris M. The experience of agency: feelings, judgments,
and responsibility. Curr Dir Psychol Sci. 2009:18(4):242–246.

Haggard P, Clark S, Kalogeras J. Voluntary action and conscious
awareness. Nat Neurosci. 2002:5(4):382–385.

Hoerl C, Lorimer S, McCormack T, Lagnado DA, Blakey E, Tecwyn EC,
Buehner MJ. Temporal binding, causation, and agency: develop-
ing a new theoretical framework. Cogn Sci. 2020:44(5):e12843.

Ionta S, Heydrich L, Lenggenhager B, Mouthon M, Fornari E, Chapuis
D, Gassert R, Blanke O. Multisensory mechanisms in temporo-
parietal cortex support self-location and first-person perspective.
Neuron. 2011:70(2):363–374.

Kahl S, Kopp S. A predictive processing model of perception and
action for self-other distinction. Front Psychol. 2018:9:2421.

Kalckert A, Ehrsson HH. The moving rubber hand illusion revisited:
comparing movements and visuotactile stimulation to induce
illusory ownership. Conscious Cogn. 2014:26:117–132.

van Kemenade BM, Arikan BE, Kircher T, Straube B. The angular
gyrus is a supramodal comparator area in action-outcome mon-
itoring. Brain Struct Funct. 2017:222(8):3691–3703.

van Kemenade BM, Arikan BE, Podranski K, Steinsträter O, Kircher
T, Straube B. Distinct roles for the cerebellum, angular gyrus,
and middle temporal gyrus in action–feedback monitoring. Cereb
Cortex. 2019:29(4):1520–1531.

Khalighinejad N, Di Costa S, Haggard P. Endogenous action selection
processes in dorsolateral prefrontal cortex contribute to sense of
agency: a meta-analysis of tDCS studies of ‘intentional binding’.
Brain Stimul. 2016:9(3):372–379.

Kikuchi T, Sugiura M, Yamamoto Y, Sasaki Y, Hanawa S, Sakuma
A, Matsumoto K, Matsuoka H, Kawashima R. Neural responses
to action contingency error in different cortical areas are
attributable to forward prediction or sensory processing. Sci Rep.
2019:9(1):9847.

Kirsch W, Kunde W, Herbort O. Intentional binding is unrelated
to action intention. J Exp Psychol Hum Percept Perform. 2019:45(3):
378–385.

Kokkinara E, Kilteni K, Blom KJ, Slater M. First person perspective of
seated participants over a walking virtual body leads to illusory
agency over the walking. Sci Rep. 2016:6(1):28879.

Kong G, He K, Wei K. Sensorimotor experience in virtual reality
enhances sense of agency associated with an avatar. Conscious
Cogn. 2017:52:115–124.

Kühn S, Brass M, Haggard P. Feeling in control: neural correlates of
experience of agency. Cortex. 2013:49(7):1935–1942.

Legaspi R, Toyoizumi T. A Bayesian psychophysics model of sense of
agency. Nat Commun. 2019:10(1):4250.

Lenggenhager B, Halje P, Blanke O. Alpha band oscillations correlate
with illusory self-location induced by virtual reality. Eur J Neurosci.
2011:33(10):1935–1943.

Leube DT, Knoblich G, Erb M, Grodd W, Bartels M, Kircher TTJ. The
neural correlates of perceiving one’s own movements. NeuroIm-
age. 2003a:20(4):2084–2090.

Leube DT, Knoblich G, Erb M, Kircher TTJ. Observing one’s hand
become anarchic: an fMRI study of action identification. Conscious
Cogn. 2003b:12(4):597–608.

Limanowski J, Kirilina E, Blankenburg F. Neuronal correlates of
continuous manual tracking under varying visual movement
feedback in a virtual reality environment. NeuroImage. 2017:146:
81–89.

Limanowski J, Sarasso P, Blankenburg F. Different responses of the
right superior temporal sulcus to visual movement feedback
during self-generated vs. externally generated hand movements.
Eur J Neurosci. 2018:47(4):314–320.

Lush P, Roseboom W, Cleeremans A, Scott RB, Seth AK, Dienes Z.
Intentional binding as Bayesian cue combination: testing predic-
tions with trait individual differences. J Exp Psychol Hum Percept
Perform. 2019:45(9):1206–1217.

Lynn MT, Muhle-Karbe PS, Aarts H, Brass M. Priming determinist
beliefs diminishes implicit (but not explicit) components of self-
agency. Front Psychol. 2014:5:1483.

Ma K, Hommel B. The role of agency for perceived ownership in the
virtual hand illusion. Conscious Cogn. 2015:36:277–288.

Ma K, Hommel B, Chen H. Context-induced contrast and assimila-
tion effects in explicit and implicit measures of agency. Sci Rep.
2019:9(1):3883.

Ma K, Qu J, Yang L, Zhao W, Hommel B. Explicit and implicit
measures of body ownership and agency: affected by the same
manipulations and yet independent. Exp Brain Res. 2021:239(7):
2159–2170.

Mason RA, Just MA. Differentiable cortical networks for inferences
concerning people’s intentions versus physical causality. Hum
Brain Mapp. 2011:32(2):313–329.

Matsuzawa M, Matsuo K, Sugio T, Kato C, Nakai T. Temporal rela-
tionship between action and visual outcome modulates brain
activation: an fMRI study. Magn Reson Med Sci. 2005:4(3):115–121.

Moore JW, Fletcher PC. Sense of agency in health and disease: a
review of cue integration approaches. Conscious Cogn. 2012:21(1):
59–68.

Moore JW, Obhi SS. Intentional binding and the sense of agency: a
review. Conscious Cogn. 2012:21(1):546–561.

Moore JW, Lagnado D, Deal DC, Haggard P. Feelings of control: con-
tingency determines experience of action. Cognition. 2009:110(2):
279–283.

Moore JW, Ruge D, Wenke D, Rothwell J, Haggard P. Disrupting the
experience of control in the human brain: pre-supplementary
motor area contributes to the sense of agency. Proc R Soc B-Biol
Sci. 2010:277(1693):2503–2509.

Nahab FB, Kundu P, Gallea C, Kakareka J, Pursley R, Pohida T, Miletta
N, Friedman J, Hallett M. The neural processes underlying self-
agency. Cereb Cortex. 2011:21(1):48–55.

Nierula B, Spanlang B, Martini M, Borrell M, Nikulin VV, Sanchez–
Vives MV. Agency and responsibility over virtual movements
controlled through different paradigms of brain−computer inter-
face. J Physiol. 2021:599(9):2419–2434.

Nieuwland M, Petersson K, van Berkum JJA. On sense and reference:
examining the functional neuroanatomy of referential process-
ing. NeuroImage. 2007:37(3):993–1004.

D
ow

nloaded from
 https://academ

ic.oup.com
/cercor/article/34/2/bhad547/7607165 by Beijing N

orm
al U

niversity Library user on 18 February 2024



14 | Cerebral Cortex, 2024, Vol. 34, No. 2

Obleser J, Kotz SA. Expectancy constraints in degraded speech
modulate the language comprehension network. Cereb Cortex.
2010:20(3):633–640.

Ohata R, Asai T, Kadota H, Shigemasu H, Ogawa K, Imamizu H. Sense
of agency beyond sensorimotor process: decoding self-other
action attribution in the human brain. Cereb Cortex. 2020:30(7):
4076–4091.

Padrao G, Gonzalez-Franco M, Sanchez-Vives MV, Slater M,
Rodriguez-Fornells A. Violating body movement semantics:
neural signatures of self-generated and external-generated
errors. NeuroImage. 2016:124(Pt A):147–156.

Pamplona GS, Salgado JA, Staempfli P, Seifritz E, Gassert R, Ionta S.
Illusory body ownership affects the cortical response to vicarious
somatosensation. Cereb Cortex. 2022:32(2):312–328.

Passingham RE, Lau HC. Acting, seeing, and conscious awareness.
Neuropsychologia. 2019:128:241–248.

Petkova VI, Björnsdotter M, Gentile G, Jonsson T, Li T-Q, Ehrsson HH.
From part- to whole-body ownership in the multisensory brain.
Curr Biol. 2011:21(13):1118–1122.

Poonian SK, Cunnington R. Intentional binding in self-made and
observed actions. Exp Brain Res. 2013:229(3):419–427.

Poonian SK, McFadyen J, Ogden J, Cunnington R. Implicit agency in
observed actions: evidence for N1 suppression of tones caused
by self-made and observed actions. J Cogn Neurosci. 2015:27(4):
752–764.

Renes RA, Van Haren NEM, Aarts H, Vink M. An exploratory fMRI
study into inferences of self-agency. Soc Cogn Affect Neurosci.
2015:10(5):708–712.

Saito N, Takahata K, Murai T, Takahashi H. Discrepancy between
explicit judgement of agency and implicit feeling of agency:
implications for sense of agency and its disorders. Conscious Cogn.
2015:37:1–7.

Sasaki AT, Okamoto Y, Kochiyama T, Kitada R, Sadato N. Distinct
sensitivities of the lateral prefrontal cortex and extrastriate body
area to contingency between executed and observed actions.
Cortex. 2018:108:234–251.

Schnell K, Heekeren K, Schnitker R, Daumann J, Weber J,
Heßelmann V, Möller-Hartmann W, Thron A, Gouzoulis–
Mayfrank E. An fMRI approach to particularize the frontoparietal
network for visuomotor action monitoring: detection of
incongruence between test subjects’ actions and resulting
perceptions. NeuroImage. 2007:34(1):332–341.

Schwarz KA, Weller L, Pfister R, Kunde W. Connecting action control
and agency: does action-effect binding affect temporal binding?
Conscious Cogn. 2019:76:102833.

Seghezzi S, Zapparoli L. Predicting the sensory consequences
of self-generated actions: pre-supplementary motor area as
supra-modal hub in the sense of agency experience. Brain Sci.
2020:10(11):825.

Seghezzi S, Zirone E, Paulesu E, Zapparoli L. The brain in
(willed) action: a meta-analytical comparison of imaging stud-
ies on motor intentionality and sense of agency. Front Psychol.
2019:10:804.

Seghier ML. The angular gyrus: multiple functions and multiple
subdivisions. Neuroscientist. 2013:19(1):43–61.

Seghier M. Multiple functions of the angular gyrus at high temporal
resolution. Brain Struct Funct. 2023:228(1):7–46.

Shergill SS, Samson G, Bays PM, Frith CD, Wolpert DM. Evidence
for sensory prediction deficits in schizophrenia. Am J Psychiatry.
2005:162(12):2384–2386.

Slater M, Pérez Marcos D, Ehrsson H, Sanchez-Vives MV. Towards
a digital body: the virtual arm illusion. Front Hum Neurosci.
2008:2:181.

Slater M, Perez-Marcos D, Ehrsson HH, Sanchez-Vives MV. Inducing
illusory ownership of a virtual body. Front Neurosci. 2009:3(2):
214–220.

Spengler S, von Cramon DY, Brass M. Was it me or was it you? How
the sense of agency originates from ideomotor learning revealed
by fMRI. NeuroImage. 2009:46(1):290–298.

Sperduti M, Delaveau P, Fossati P, Nadel J. Different brain
structures related to self- and external-agency attribution: a
brief review and meta-analysis. Brain Struct Funct. 2011:216(2):
151–157.

Straube B, van Kemenade BM, Arikan BE, Fiehler K, Leube DT, Harris
LR, Kircher T. Predicting the multisensory consequences of one’s
own action: BOLD suppression in auditory and visual cortices.
PLoS One. 2017:12(1):e0169131.

Suzuki K, Lush P, Seth AK, Roseboom W. Intentional binding without
intentional action. Psychol Sci. 2019:30(6):842–853.

Synofzik M, Vosgerau G, Voss M. The experience of agency: an
interplay between prediction and postdiction. Front Psychol. 2013:
4:127.

Tanaka T, Matsumoto T, Hayashi S, Takagi S, Kawabata H. What
makes action and outcome temporally close to each other: a
systematic review and meta-analysis of temporal binding. Timing
Time Percept. 2019:7(3):189–218.

Tramacere A. A causal view of the sense of agency. Philos Psychol.
2022:35(3):442–465.

Tsakiris M, Longo MR, Haggard P. Having a body versus moving
your body: neural signatures of agency and body-ownership.
Neuropsychologia. 2010:48(9):2740–2749.

Uhlmann L, Pazen M, van Kemenade BM, Steinsträter O, Harris LR,
Kircher T, Straube B. Seeing your own or someone else’s hand
moving in accordance with your action: the neural interaction of
agency and hand identity. Hum Brain Mapp. 2020:41(9):2474–2489.

van den Bergh D, van Doorn J, Marsman M, Draws T, van Kesteren EJ,
Derks K, Dablander F, Gronau QF, Kucharský Š, Gupta ARKN, et al.
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