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Our understanding of body ownership largely relies on the so-called Rubber Hand

Illusion (RHI). In this paradigm, synchronous stroking of the real and the rubber hands

leads to an illusion of ownership of the rubber hand provided that it is physically,

anatomically, and spatially plausible. Self-attribution of an artificial hand also occurs

during visuomotor synchrony. In particular, participants experience ownership over

a virtual or a rubber hand when the visual feedback of self-initiated movements

follows the trajectory of the instantiated motor commands, such as in the Virtual

Hand Illusion (VHI) or the moving Rubber Hand Illusion (mRHI). Evidence yields

that both when the cues are triggered externally (RHI) and when they result from

voluntary actions (VHI and mRHI), the experience of ownership is established through

bottom-up integration and top-down prediction of proximodistal cues (visuotactile

or visuomotor) within the peripersonal space. It seems, however, that depending

on whether the sensory signals are externally (RHI) or self-generated (VHI and

mRHI), the top-down expectation signals are qualitatively different. On the one hand,

in the RHI the sensory correlations are modulated by top-down influences which

constitute empirically induced priors related to the internal (generative) model of

the body. On the other hand, in the VHI and mRHI body ownership is actively

shaped by processes which allow for continuous comparison between the expected

and the actual sensory consequences of the actions. Ample research demonstrates

that the differential processing of the predicted and the reafferent information is

addressed by the central nervous system via an internal (forward) model or corollary

discharge. Indeed, results from the VHI and mRHI suggest that, in action-contexts,

the mechanism underlying body ownership could be similar to the forward model.

Crucially, forward models integrate across all self-generated sensory signals including

not only proximodistal (i.e., visuotactile or visuomotor) but also purely distal sensory

cues (i.e., visuoauditory). Thus, if body ownership results from a consistency of a

forward model, it will be affected by the (in)congruency of purely distal cues provided

that they inform about action-consequences and are relevant to a goal-oriented task.
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Specifically, they constitute a corrective error signal. Here, we explicitly addressed this

question. To test our hypothesis, we devised an embodied virtual reality-based motor

task where action outcomes were signaled by distinct auditory cues. By manipulating

the cues with respect to their spatial, temporal and semantic congruency, we show that

purely distal (visuoauditory) feedback which violates predictions about action outcomes

compromises both performance and body ownership. These results demonstrate, for

the first time, that body ownership is influenced by not only externally and self-generated

cues which pertain to the body within the peripersonal space but also those arising

outside of the body. Hence, during goal-oriented tasks body ownership may result from

the consistency of forward models.

Keywords: body ownership, internal forwardmodels, multisensory integration, top-down prediction, goal-oriented

behavior, task-relevant cues

1. INTRODUCTION

Humans and other species simultaneously acquire and integrate
both self-generated (i.e., reafferent) and externally-generated
(i.e., exafferent) information through different sensory channels
(Sperry, 1950). Hence, the ability of the nervous system to
generate unambiguous interpretations about the body, the so-
called body ownership, and determine the source and relevance
of a given sensation is fundamental in adaptive goal-oriented
behavior (Botvinick and Cohen, 1998; Wolpert and Flanagan,
2001; Van Den Bos and Jeannerod, 2002; Ehrsson, 2012). Imagine
playing Air Hockey where the objective is to score points by
hitting a puck into the goal. To accomplish the task, at every
trial, the brain prepares and generates actions which are most

likely to elicit the desired trajectory leading the puck toward
the target (Wolpert and Flanagan, 2001; Sober and Sabes, 2003;
Shadmehr et al., 2010). Simultaneously, it predicts the sensory
consequences of those actions from proprioceptive or tactile
modalities which inform about the position and location of
the arm, and from visual or auditory modalities which inform

about the position and location of the puck (Miall and Wolpert,
1996; Ernst and Bülthoff, 2004; Makin et al., 2008). Since both
types of cues may constitute a corrective error signal for the
consecutive trial, they are both relevant to the task (Shadmehr
et al., 2010; Wolpert et al., 2011). This evidence suggests that
the internal models of the external environment, the motor
apparatus, and the body are being continuously shaped and
updated through sensorimotor interactions of an agent with the
world (Miall and Wolpert, 1996; Tsakiris, 2010; Blanke, 2012;
Apps and Tsakiris, 2014). Specifically, this tuning occurs through
a combination, integration, and prediction of both reafferent and
exafferent signals from multisensory sources (Prinz, 1997; Ernst
and Bülthoff, 2004; Noë, 2004). However, mechanisms driving
the representation of self and, in particular, body ownership in
action contexts which require manipulation of the environment
and therefore integration of not only proximal or proximodistal
but also purely distal cues remain elusive.

In fact, our understanding of body ownership largely relies

on the so-called Rubber Hand Illusion (RHI) where subjects
passively receive sensory stimuli (Botvinick and Cohen, 1998).

RHI is a well-established paradigm (Botvinick and Cohen,
1998; Makin et al., 2008; Tsakiris, 2010) where the illusion of
ownership toward a rubber hand emerges during externally-
generated synchronous, but not asynchronous, stroking of the
real and fake hands (Botvinick and Cohen, 1998). The illusion
generalizes to distinct body-parts including fingers, face or a full
body (Lenggenhager et al., 2007; Dieguez et al., 2009; Sforza
et al., 2010). Initially, Botvinick and Cohen (1998) proposed
that the illusion of ownership over the rubber hand is a
rather passive sensory state which emerges reactively from a
bottom-up integration of multisensory, in this case, visuotactile
signals (i.e., proximodistal). Interestingly, subsequent studies
investigating mechanisms underlying the RHI extended this
classical interpretation by demonstrating that the intermodal
matching is not sufficient for the experience of ownership
(Tsakiris, 2010). In particular, it has been revealed that the
RHI strictly requires physical, anatomical, postural and spatial
plausibility of the real and fake hands (Tsakiris and Haggard,
2005; Costantini and Haggard, 2007; Lloyd, 2007; Makin et al.,
2008) (see also Liepelt et al., 2017). Hence, the bottom-up
integration of multisensory inputs seems to be modulated
by experience-driven predictive information, which allows for
active comparison between the properties of the viewed (non)-
corporeal object and the internal model of the body (Tsakiris
et al., 2008; Apps and Tsakiris, 2014). The finding of Ferri
et al. (2013, 2017) further supported the fundamental role of
the top-down processes in the modulation of body ownership.
The authors demonstrated that the experience of ownership
over a non-bodily object could originate as a consequence of
pure expectation and anticipation of correlated exafference in
the absence of actual tactile stimulation (Ferri et al., 2013,
2017). Together, this evidence supports the hypothesis that in
the context of externally generated inputs (classical RHI), body
ownership relies on two intertwined processes. Namely, (1) the
bottom-up accumulation and integration of tactile and visual
cues, and (2) top-down comparison between the novel sensory
stimuli (i.e., rubber hand) and experience-driven priors about the
internal model of the body (Tsakiris and Haggard, 2005; Blanke,
2012; Clark, 2013; Seth, 2013; Apps and Tsakiris, 2014). We will
refer to tactile or proprioceptivemodalities as proximal, requiring
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an object to enter in direct contact with the surface of the body,
and to the visual or auditory modalities as distal, sensing from a
distance without getting in direct contact with the body.

Only recently the principles of body ownership have been
studied in the context of self-generated (reafferent) sensory
signals using physical set-ups (i.e., moving Rubber Hand Illusion,
mRHI) (Tsakiris et al., 2006; Dummer et al., 2009; Kammers et al.,
2009; Newport et al., 2010; Walsh et al., 2011; Ma and Hommel,
2015a,b), or virtual reality (i.e., moving Virtual Hand Illusion,
VHI) (Sanchez-Vives et al., 2010; Kalckert and Ehrsson, 2012;
Shibuya et al., 2018). In these protocols which include movement
(mRHI and VHI), subjects are typically instructed to reach a
specific target (goal-oriented) or to move the fingers/hand/arm
continuously within a specific area (free exploration) while
observing the (a)synchronously moving rubber or virtual analog.
The results yield that there is a strong experience of ownership
in the condition where the movements of the real and fake
arms are spatiotemporally aligned (Dummer et al., 2009).
Contrarily, participants report no ownership of the fake body-
part when the visual feedback of self-initiated movement is
(inconsistently) delayed or displaced, and therefore does match
the proprioceptive information (Blakemore et al., 2000). Hence,
similar to the classical RHI, in the context of self-generated
movements, ownership seems to depend on the consistency
of sensory information from proximodistal modalities, in this
case, proprioceptive (proximal) and visual (distal). Interestingly,
different to the classical RHI, in VHI as well as mRHI the
experience of ownership emerges independently of whether (1)
the visual, anatomical or structural properties of the avatar satisfy
well-established priors about the own body (Banakou et al., 2013;
Peck et al., 2013; Ma and Hommel, 2015a; Romano et al., 2015;
Van Dam and Stephens, 2018), (2) there is a (consistent) delay
in the visual feedback of the movement (3) the viewed object
is ‘connected’ to participants’ body (Ma and Hommel, 2015a).
Crucially, the condition which needs to be satisfied is that the
action-driven sensory feedback from proximodistal modalities
matches the predicted one (Dummer et al., 2009; Sanchez-Vives
et al., 2010; Ma and Hommel, 2015b). In line with physiological
and motor control studies (Miall and Wolpert, 1996; Wolpert
and Flanagan, 2001; Proske and Gandevia, 2012), this evidence
suggests that when moving in a goal-oriented manner body
ownership is weighted stronger by the congruency of the internal
(forward) model of the action and the action effects, the same
mechanism which impacts agency (Gallagher, 2007; Hommel,
2009; Longo and Haggard, 2009; D’Angelo et al., 2018), rather
than the (generative) model of the body and its physical specifics
Ma and Hommel (2015b). Crucially, it has been well established
that the forward models are not limited to the bodily (proximal
or proximodistal) feedback exclusively, but instead, they integrate
across all sensory predictions which pertain to the interactions
of an agent within an environment, including purely distal cues
(Jordan and Rumelhart, 1992; Miall and Wolpert, 1996). For
instance, under normal conditions, the visuoauditory signals of
the puck hitting the goal are spatiotemporally aligned with its
trajectory that depends on the direction of the arm movement.
However, if the actual location of the sound of the puck hitting
the goal does not correspond to the efference copy or corollary

discharge, it would reflect on the Sensory Prediction Errors
(SPE) of the forward model (Wolpert et al., 1995, 2011; Miall
and Wolpert, 1996; Woodgate et al., 2015; Maffei et al., 2017).
Thus, if body ownership results from a consistency of forward
models, it would be affected by the (in)congruency of not only
proximodistal cues such as in themRHI andVHI (Dummer et al.,
2009; Sanchez-Vives et al., 2010) but also purely distal signals
given that they constitute task-relevant information about the
action-consequences.

Here, we propose that in contexts where the sensory signals
are self-generated, such as in the moving Rubber Hand Illusion
or the Virtual Hand Illusion, body ownership depends on
the sensory prediction errors from purely distal multisensory
modalities, which would suggest a mechanism similar to
the forward model or corollary discharge. We, therefore,
hypothesize that the experience of ownership over a virtual
body will be compromised when action-driven and task-relevant
visuoauditory feedback of goal-oriented movements will not
match sensory predictions. We also expect that the incongruency
of those cues will affect performance. To test this hypothesis,
we devise an embodied virtual reality-based goal-oriented task
where action outcomes are signaled by distinct auditory signals.
We manipulate the cues with respect to their spatial, temporal
and semantic congruency, and compare body ownership and
performance across two experimental conditions, where purely
distal cues are either congruent or incongruent. Our results
demonstrate, for the first time, that purely distal signals which
violate predictions about the consequences of action-driven
outcomes affect both performance and body ownership.

2. MATERIALS AND METHODS

2.1. Participants
After providing written informed consent, sixteen healthy
participants were recruited for the study, eight males (mean
age 24.0 ± 2.65) and eight females (mean age 22.64 ± 2.25).
Since no previous study assessed the effects of the congruency
of purely distal modalities on body ownership, we could
not perform a power analysis to determine the sample size.
We, therefore, based the choice of N on previous studies
(Mohler et al., 2010). All subjects were right-handed (handedness
assessed using the Edinburgh Handedness Inventory) (Oldfield,
1971), had normal or corrected-to-normal vision and reported
normal hearing. They were pseudorandomly assigned to two
experimental groups following a between-subjects design, which
prevented habituation to the ownership measures, visuoauditory
manipulations, and fatigue. We used stratified randomization
to balance the conditions in terms of age, gender and previous
experience with virtual reality. All participants were blind to
the purpose of the study. The experimental procedures were
previously approved by the ethical committee of the University
of Pompeu Fabra (Barcelona, Spain).

2.2. Task: Virtual Reality-Based Air Hockey.
The experimental setup (Figure 1A) comprised a personal
computer, a motion detection system (Kinect, Microsoft,
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FIGURE 1 | Experimental setup and protocol. (A) Task. 1- goal. 2- three

starting positions. 3- example of a directional error, calculated as the difference

between the actual direction vector and a straight line between the position of

the puck and the goal. (B) Experimental setup. (C) Threatening event. (D)

Experimental protocol. All participants underwent the training block. In the

experimental block, they were randomly split into two conditions: Congruent

(blue), and incongruent (black). At trial 151, all participants went through the

threatening event which served to measure galvanic skin responses. The same

color-code (congruent- blue, incongruent- black) is used in the following

figures. (E) Purely distal visuoauditory manipulations- temporal, spatial and

semantic. Upper panel: congruent condition; lower panel: incongruent

condition.

Seattle), a Head Mounted Display (HTC Vive, www.vive.com)
and headphones.

Similar to others (Sanchez-Vives et al., 2010; Grechuta et al.,
2017), here we used virtual reality as a tool to study the
modulation of body ownership. The protocol was integrated
within the virtual environment of the Rehabilitation Gaming
System (Cameirão et al., 2010; Grechuta et al., 2014). During
the experiment, while seated at a table, participants were
required to complete a goal-oriented task that consisted in
hitting a virtual puck into the goal (air hockey, Figure 1A,
B1). The virtual body was spatially aligned to the real body.
Throughout the experiment, the participants’ arm movements

were continuously tracked and mapped onto the avatar’s arms,
such that the subjects interacted with the virtual environment
by making planar, horizontal movements over a tabletop
(Figures 1A, B). To prevent repetitive gestures, at the beginning
of every trial the puck pseudorandomly appeared in one
of the three starting positions (left, center, right) (Figure 1
B2). The frequency of appearance of every starting position
was uniformly distributed within every experimental session.
Participants received instructions to place their hand in an
indicated starting position and to execute the movement to hit
the puck when its color changed to green (“go” signal). Each
trial consisted of one “hit” which could end in either a success
(the puck enters the goal) or a failure (the puck hits one of the
three walls). At the end of every trial, participants were to place
their left hand back at the starting position. The experimental
block, in both conditions, consisted of 150 trials preceded by
20 trials of training (training block) (Figure 1D) and followed
by a threatening event. The threatening event served to measure
autonomous responses to an unexpected threat (body ownership
measure, Figure 1C) (Armel and Ramachandran, 2003). Overall,
the task had an approximate duration of 20 min.

2.3. Multisensory Feedback.
Task-Relevant Visuomotor Signals. Throughout the experiment,
participants were exposed to the visual feedback of self-generated
arm movements. Specifically, the real arms were tracked by the
motion detection input device andmapped onto the avatar’s arms
in real time allowing synchronous feedback. This method served
to control for the congruency of proximodistal (i.e., visuomotor)
signals which has been shown to underlie body ownership and
agency (Sanchez-Vives et al., 2010). It also guaranteed that the
only manipulated variables were the distal modalities (i.e., visual
and auditory).
Task-Relevant Visuoauditory Signals. The task included task-
relevant distal cues in the form of auditory feedback which was
triggered as a consequence of every interaction of the puck with
the environment. In particular, at the end of every trial, an
auditory cue constituted a binary reinforcement signal informing
about a failure (negative sound) or a success (positive sound).
To study whether purely distal cues influence body ownership
and performance, wemanipulated the congruency of the auditory
stimuli in three domains (Figure 1E) — temporal: the time of
the cue was synchronized with the time of the hit; spatial: the
cue originated from the location of the hit, and semantic: the
feedback of the cue reflected performance in a binary way (i.e.,
success or failure). The auditory cues were manipulated in two
experimental conditions including congruent and incongruent.
In the training block and the congruent condition, auditory cues
were always congruent such that they occurred at the time of the
hit, at the location of the hit, and they reflected performance.
In the incongruent condition, the auditory signals were always
incongruent. Namely, (1) the sound of the hit was anticipated or
delayed, that is, it occurred randomly within 200–500 ms before
or after the actual collision (temporal domain), (2) it originated
in a different location than the actual hit, that is, 5–15◦ away
from the actual hit, or (3) it did not reflect performance, that is
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participants heard the sound of failure following a successful trial
and vice versa (semantic domain).

We chose those three manipulations to include all the
dimensions necessary for the performance of the present task:
direction, force, as well as the knowledge of results. Each
of the dimensions (spatial, temporal, and semantic) provides
unique information to the subject about the consequences of
one’s actions. Specifically, (1) the spatial dimension informs
about the direction of the ballistic movement (where the puck
hits the wall/goal), (2) the temporal dimension informs about
the force applied to the action (when the puck reaches the
wall/goal), whereas (3) the semantic dimension informs about
the outcome of the action (either success or a failure). As
such, all these dimensions contribute to the generation of
prediction errors that can be integrated by an internal model
to adjust motor performance. Spatial and temporal dimensions
provide information about the action parameters on a continuous
range and can be used as a supervising signal whereas
the semantic dimension constitutes a binary reinforcement
signal. All manipulations were pseudorandomly distributed
and counterbalanced within each session to counteract order
effects. Importantly, task-relevant proximodistal cues such as
the visual feedback of the arm movements remained congruent
in both conditions.

2.4. Measures
2.4.1. Motor Control
We used three measures to quantify performance: scores,
directional error, and reaction times. Scores were calculated
as the percentage of successful trials (the puck enters the
gate), while the directional error indicated the absolute angular
deviation from the straight line between the starting position
of the puck (left, central or right) and the center of the gate
(Figure 1, B3). We computed the reaction times as time intervals
between the appearance of the puck and action initiation.
Since the task did not impose a time limit, we expected
neither significant differences in reaction times between the
conditions nor speed-accuracy trade-offs. We predicted that
the manipulations of purely distal (visuoauditory) action-driven
signals in the incongruent condition might alter scores and
directional accuracy as compared to the congruent condition.

2.4.2. Body Ownership
Galvanic Skin Response (GSR). At the end of every experimental
session, in both conditions, we introduced a threatening event (a
knife falling to stab the palm of the virtual hand, Figure 1C) to
quantify autonomous, physiological responses to an unexpected
threat (Armel and Ramachandran, 2003). To prevent movement-
driven muscular artifacts, we recorded the skin conductance
responses from the right hand which did not move during the
experiment. For the analysis, we calculated the mean and the
standard deviation of the integral of the baseline (10 s time
window before the threatening stimulus onset)-subtracted signal
per condition in a non-overlapping time windows of 9 s (Petkova
and Ehrsson, 2008). In particular, we expected an increase in
the GSRs following the threatening stimulus in the congruent as
compared to the incongruent condition.

Proprioceptive drift. Prior to and upon completion of the
experiment, all the subjects completed the proprioceptive drift
test which followed a standard technique, see for instance
(Sanchez-Vives et al., 2010). Specifically, the participants were
asked to point to the location of the tip of their left index
finger with the right index finger with no visual feedback
available. The error in pointing (Tsakiris and Haggard, 2005)
was computed as the distance between the two locations (the
actual location of the tip of the left index finger and the pointing
location) and measured in centimeters. We subtracted baseline
responses from post-experimental errors for each participant.We
expected stronger proprioceptive recalibration, and therefore,
higher pointing errors in the congruent as compared to the
incongruent condition.
Self-reports. At the end of every session, all participants
completed a questionnaire which evaluated the subjective
perception of body ownership and agency, adapted from
a previous study (Kalckert and Ehrsson, 2012). The entire
questionnaire consisted of twelve items (Table 1), six per
domain (ownership and agency), three of which were related
to the experience of ownership and agency, respectively, while
the remaining served as controls. Participants answered each
statement on a 7-point Likert Scale ranging from “–3”: being
in strong disagreement to “3”: being in strong agreement. To
counteract order effects, the sequence of the questions was
randomized across all the subjects.

3. RESULTS

To test our hypothesis that action-driven purely distal cues
which pertain to the task contribute to body ownership, we

TABLE 1 | The questionnaire, consisting of 12 statements divided into four

different categories.

Category Question

Ownership I felt as if I was looking at my own hand

I felt as if the virtual hand was part of my body

I felt the virtual hand was my hand

Ownership control It seemed as if I had more than one left hand

It appeared as if the virtual hand were drifting toward my

real hand

It felt as if I had no longer a left hand, as if my left hand

had disappeared

Agency The virtual hand moved just like I wanted it to, as if it was

obeying my will

I felt as if I was controlling the movements of the virtual

hand

I felt as if I was causing the movement I saw, and the

control questions were

Agency control I felt as if the virtual hand was controlling my will

I felt as if the virtual hand was controlling my movements

I could sense the movement from somewhere between

my real and virtual hand
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used a virtual reality-based experimental setup (Figures 1A, B)
where subjects were to complete a goal-oriented task, and
manipulated the congruency of auditory action outcomes
(Figure 1E). The experimental protocol (Figure 1D) consisted
of three phases: the training block, (2) the experimental block
in either congruent or incongruent condition, and (3) the
threatening event (Figures 1D, C). To quantify body ownership,
for each experimental session, wemeasured proprioceptive drifts,
recorded Galvanic Skin Responses (GSR) to an unexpected
threat, and administered self-reports. To measure performance,
we computed scores, directional errors, and reaction times. For
the analysis, we used t-tests and calculated Cohen’s d to evaluate
differences between conditions and the associated effect sizes.

3.1. Motor Control
Firstly, our results showed that the normalized performance-
scores (proportion of successful trials) were significantly higher
in the congruent (µ = 0.35, sd = 0.47) than in the
incongruent condition (µ = 0.17, sd = 0.38), [t(14)= 8.89, p
< 0.001, d = 0.42] (Figure 2A). To explore the effects of the
congruency of purely distal signals on performance, we compared
both conditions in terms of directional errors (Figure 2B). In
particular, a T-test indicated that the errors were significantly
higher in the incongruent (µ = 6.42, sd = 4.52) than in
the congruent condition (µ = 3.30, sd = 2.01), [t(14) =
19.52, p < 0.001, d = 0.89] (Figure 2C). To further investigate
the relationship between the quality of the distal cues and
performance, we averaged and compared the directional errors
following the three types of auditory manipulations (Figure 2D).
This analysis was performed exclusively for the incongruent
condition. Interestingly, we found no difference between the
distinct auditory cues including spatial (µ = 10.17, sd =

13.33), temporal (µ = 7.99, sd = 9.75) and semantic (µ =

7.22, sd = 7.23) cues (Figure 2D). Specifically, a Kruskal-Wallis
test indicated that all manipulations had the same significant
effect on body ownership [x2(2) = 1.74, p = 0.39]. In addition,
we observed that the congruency of the distal cues had no
significant effect on the averaged reaction times when comparing
the incongruent group (µ = 0.48, sd = 0.05) with the congruent
group (µ = 0.51, sd = 0.01), p = 0.46 (Figure 2E).

3.2. Body Ownership
Prior to the appearance of the knife (10s baseline), the skin
conductance was not different between the two groups [t(14) =

0.60, p = 0.55; µ = 181.12, sd = 112.43 for the
congruent condition and µ = 230.25, sd = 183.75 for the
incongruent condition]. The analysis revealed, however, that the
post-threatening stimulus GSR was significantly higher in the
congruent (µ = 42.54, sd = 33.98) than in the incongruent
group (µ = 29.67, sd = 26.82) [t(14) = 21.03, p < 0.001, d =

0.42] (Figures 2F, G). Similarly, we found a difference in the
proprioceptive drift between the congruent (µ = 4.88, sd = 2.36)
and incongruent group (µ = 1.5, sd = 1.51) such that the
errors in were significantly higher in the congruent condition
[t(14) = 3.4, p = 0.004, d = 1.7] (Figure 2H). We further report
a statistically significant difference in the self-reported experience
of ownership between the two conditions [t(14) = 4.97, p <

0.001, d = 2.5]. The ownership ratings in the congruent group
(µ = 1.13, sd = 0.56) were greater than in the incongruent group
(µ = −1.3, sd = 1.25). We found no difference between the
congruent (µ = −1.33, sd = 1.46) and the incongruent group
(µ = −1.3, sd = 1.25) for the three control items [t(14) =

1.79, p = 1.38]. We later analyzed questions related to agency.
The results showed differences neither for the control questions
[t(14) = 0.22, p = 0.82] between congruent (µ = −1.67, sd =

1.49) and incongruent condition (µ = −1.83, sd = 1.48) nor
for the experimental ones, congruent (µ = 1.5, sd = 1.13) and
incongruent condition (µ = 1.33, sd = 1.48). In both groups
participants experienced high agency during the experiment.

3.3. Relationship of the Ownership
Measures
We assessed the relationship between the objective, subjective
and behavioral ownership measures and, per each participant
in both conditions, we computed: (1) mean GSR from 9 s
post-threat, (2) mean of the three ownership questions; and (3)
baseline-subtracted proprioceptive drift. The Spearman rank-
order correlation between post-threat GSR and self-reported
ownership was close to significance (r = 0.47; p = 0.06)
(Figure 3A). However, we report high and significant positive
correlation between the proprioceptive drift and self-reported
ownership (r = 0.75; p < 0.001) (Figure 3B) as well as between
the post-threatening GSR and proprioceptive drift (r = 0.52; p <

0.03) (Figure 3C).

4. DISCUSSION

In this study, we asked whether body ownership depends on
the consistency of task-relevant purely distal sensory cues which
result from self-initiated actions. In particular, we investigated
the influence of those cues on performance and ownership
using an embodied, virtual reality-based goal-oriented task where
action outcomes were signaled by distinct auditory signals. We
manipulated the congruency and therefore the predictability
of those reafferent sensory signals and hypothesized that the
(in)congruency of visuoauditory stimuli would affect both
performance and body ownership. Our results support our
prediction and suggest that both are compromised when action-
driven purely distal signals are incongruent.

The plasticity of body ownership relative to the spatiotemporal
coincidence of exafferent and reafferent multisensory signals has
been well-accepted (Botvinick and Cohen, 1998; Craig, 2002;
Tsakiris, 2010; Blanke, 2012; Seth, 2013; Suzuki et al., 2013).
In particular, neurophysiological and behavioral studies have
demonstrated that the experience of ownership is established
through bottom-up integration and top-down prediction of
proximodistal cues within the peripersonal space (Rizzolatti
et al., 1981; Makin et al., 2007; Tsakiris, 2010; Blanke, 2012).
Crucially, however, depending on whether the sensory signals
are externally (classical Rubber Hand Illusion, RHI) or self-
generated (moving Rubber Hand Illusion, mRHI and moving
Virtual Hand Illusion, VHI), the top-down expectation signals
seem to be qualitatively different. On the one hand, in the
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FIGURE 2 | Upper panel: Performance. (A) Normalized percentage of successful trials per group. (B) Median directional error per trial over the experimental block (N

= 150) split per condition (C) Total directional error from all the trials per subject per condition. (D) This graph represents the mean values for the incongruent group

only. In particular, the effects of the three auditory manipulations (spatial, temporal, and semantic) on the mean directional error on the consecutive trials. (E) Mean

reaction times from all trials per condition. Lower panel: Body Ownership. (F) Galvanic Skin Response (GSR). The sampling rate for the GSR signal was 60 Hz.

Accordingly, the data was run through a low-pass filter with a cut-off frequency of 3 Hz. The plot represents the mean GSR and the associated standard deviation for

all participants in a time window of 9 s (Hägni et al., 2008), split per condition. The threatening event happened at time 0. (G) Mean GSR from 9 s post threatening

event. (H) Proprioceptive drift. Results of the difference between pre- and post-test calculated in centimeters per condition. (I) Score from the self-reported experience

of body ownership per group. Scores above 0 indicate ownership. (J) Score from the self-reported experience of agency per group. Scores above 0 indicate the

experience of agency.

RHI, the sensory correlations are modulated by top-down
influences which constitute empirically induced priors related
to the internal model of the body (Tsakiris and Haggard,
2005; Costantini and Haggard, 2007; Lloyd, 2007; Makin et al.,
2008). For instance, the illusion of ownership will not occur
if the shape or the location of the fake hand is not plausible
(Tsakiris, 2010). On the other hand, the evidence from the
mRHI and VHI supports that, in the contexts of self-generated
stimuli, body ownership is actively shaped by top-down processes
allowing for continuous comparison between the actual and
predicted action-consequences from proximodistal modalities
(Dummer et al., 2009; Sanchez-Vives et al., 2010; Ma and
Hommel, 2015a,b). In fact, when the errors in those sensory
predictions (the so-called Sensory Prediction Errors, SPE) are
insignificant, that is, when the visual feedback of the position
of the rubber (mRHI) or virtual (VHI) hand is congruent with
the proprioceptive cues, the ownership over the artificial arm
is high, and vice versa (Dummer et al., 2009; Sanchez-Vives
et al., 2010). Contrary to the standard RHI, in the mRHI and
VHI, the physical, spatial and temporal characteristics of the

body do not influence the experience of ownership (Banakou
et al., 2013; Peck et al., 2013; Ma and Hommel, 2015b; Romano
et al., 2015; Van Dam and Stephens, 2018). Moreover, it has been
demonstrated that participants can perceive an actively operated
virtual non-corporeal and ‘disconnected’ object (balloon or a
square) as an extension of their own body as long as it follows the
predicted trajectory Ma and Hommel (2015a). Thus, when acting
in the world, the top-down predictive processing modulating
ownership seems not to depend on the generative models of
self but rather on the forward models (or corollary discharge)
which guide action by generating sensory predictions about
the consequences of movement based on the efference copy
(Miall and Wolpert, 1996; Sanchez-Vives et al., 2010; Ma and
Hommel, 2015b; Kilteni and Ehrsson, 2017). Similar, from the
perspective of ideomotor theory, ownership might be viewed as
depending on the difference between the goals (intended action
effects) and the perceptual consequences (actual action effects)
(Stock and Stock, 2004; Hommel, 2009; Shin et al., 2010).

Ample research demonstrates that the central nervous system
uses forward models for the differential processing of the
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predicted and the actual reafferent information which was shown
to underlie motor control and agency (Wolpert et al., 1995; Miall
and Wolpert, 1996; Bäß et al., 2008; Crapse and Sommer, 2008;
Sommer and Wurtz, 2008; Schwarz et al., 2018). Crucially, the
internal (forward) models do not exclusively process sensory
signals related to the body, but they integrate across all sensory
information from both proximal (proprioceptive, tactile) and
distal (visual, auditory) modalities (Jordan and Rumelhart, 1992;
Miall and Wolpert, 1996). This would suggest that, if body
ownership results from a consistency of forward models, it will
be affected by the(in)congruency of not only proximodistal cues
such as in the moving rubber hand illusion or the virtual hand
illusion (Dummer et al., 2009; Sanchez-Vives et al., 2010) but also
purely distal signals given that they constitute information about
the action-consequences. In this study, we explicitly addressed
this question using a variation of a VHI paradigm, which required
the participants to perform actions that triggered distal (auditory)
cues. Those auditory cues indicated the location and the time
of a collision of a puck with the walls or the goal as well as
the outcome (failure or success). To test whether action-driven
and task-relevant sensory signals impact body ownership, in one
of the groups, we manipulated their congruency. We predicted
that the ownership scores, measured subjectively, objectively and
behaviorally could be lower in the condition where the cues do
not match predictions about purely distal sensory signals.

Did the proposed purely distal cues affect body ownership?
Results from all the ownership measures (Figure 2, Lower
panel: Body Ownership), including skin conductance (GSR),
proprioceptive drift and the questionnaire support that purely
distal cues which pertain to the task and violate predictions about
the auditory action outcomes compromise body ownership.
Specifically, we found that the scores were significantly higher
in the congruent compared to the incongruent condition in all
analyses (Figure 2, Lower panel: Body Ownership). Subsequent
correlations between the proposed measures (Figure 3) further
confirmed the consistency of the obtained results within three
dimensions of ownership quantification including physiological
response, behavioral proprioceptive recalibration, and a

conscious report (Longo et al., 2008). Similar to the mRHI, VHI
(Sanchez-Vives et al., 2010; Ma and Hommel, 2015b) and their
variations (i.e., Ma and Hommel, 2015a), here we interpret the
obtained low-ownership outcome in the incongruent condition
(Figure 2, Upper panel: body Ownership) as a consequence
of high sensory prediction errors possibly computed but the
forward model (Miall and Wolpert, 1996; Crapse and Sommer,
2008; Limanowski and Blankenburg, 2013; Apps and Tsakiris,
2014). In our case, however, the sensory conflicts were driven
by a discrepancy between the predicted and actual purely
distal visuoauditory signals which did not pertain to the body
but were relevant to the outcome of the goal-oriented task.
We speculate that the manipulation of the proposed signals
might have reflected on the errors of the forward models which
influence performance and possibly body ownership (Wolpert
et al., 1995). This could further suggest that the integration of
signals from distal modalities might affect the integration of
signals from proximal or proximodistal modalities establishing
a feedback loop. In such case, any (in)congruent relationship
between distal, proximodistal, and proximal signals which
pertain to the goal of the task would affect the experience of
ownership and even define the boundaries of the embodied
self. To the best of our knowledge, our results propose for the
first time that the ownership of a body might be driven by
bottom-up integration and top-down prediction of purely distal
modalities occurring outside of the body and outside of the
peripersonal space (Rizzolatti et al., 1981). This would support
recent findings which suggest that body ownership is coupled
to the motor systems and that, similar to the experience of
agency, it might depend on the congruency of a forward model
or corollary discharge (Ma and Hommel, 2015b; Grechuta et al.,
2017; Kilteni and Ehrsson, 2017). As expected, the visuoauditory
manipulations did not significantly influence the perceived
agency (Figure 2J). Participants reported control over the virtual
hand in both conditions, probably due to the congruent mapping
of the proximal cues (see Methods section about the sensory
manipulations). The visual feedback of the movement of the
arm always followed the desired trajectory, which is one of the

FIGURE 3 | Correlations. In all graphs dots represent individual participants and colors represent conditions: blue- congruent and black- incongruent. (A) Mean GSR

9 s post-threatening event and mean self-reported ownership. (B) Mean self-reported ownership and the proprioceptive drift score. (C) Mean GSR 9 s

post-threatening event and the proprioceptive drift score.
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three questions addressed in the standard self-reported agency
assessment (Kalckert and Ehrsson, 2012).

At the current stage, two questions remain open. First,
how can the integration of distal and proximodistal cues
occur in the service of body ownership? Since the primary
purpose of the present study was to investigate the influence
of purely distal signals on body ownership, the proximodistal
(visuo-proprioceptive) cues within the peripersonal space were
congruent in both groups. Indeed, based on those cues,
participants could always predict the location and the time of
the distal auditory signals (spatial and temporal manipulation)
as well as the outcome of an action (semantic manipulation).
Therefore, in the incongruent condition, where the distal
consequences of the actions did not match the predictions, we
expected that the sensory prediction errors would negatively
impact ownership. However, with the current design, we can
neither explain the interaction of the proximodistal and distal
cues nor how do they weight the experience of ownership.
Future studies should further investigate the relationship between
the visual and auditory cues and their relative impact on
body ownership by, for instance, manipulating visuomotor and
visuoauditory feedback independently during a motor task. A
recent Hierarchical Sensory Predictive Control (HSPC) theory
proposes a cascade of purely sensory predictions which mirror
the causal sequence of the perceptual events preceding a sensory
event (Maffei et al., 2017). In the context of anticipatory
control, this control architecture acquires internal models of
the environment and the body through a hierarchy of sensory
predictions from visual (distal) to proprioceptive and vestibular
modalities (proximal). If body ownership and motor control
share the same forward models, which comprise both distal,
proximodistal, and proximal signals, ownershipmight be realized
through a similar cascade of sensory predictions. In our case,
however, which includes a goal-oriented task and voluntary
control, the internal models might be acquired from the
proprioceptive and vestibular modalities (proximal) to visual
(distal), a hypothesis yet to be investigated. In such case,
one could expect differences in reaction times between the
congruent and the incongruent conditions due to increased
sensory prediction errors. Interestingly, our results yielded no
differences in the reaction times between the groups. We believe
that this result might depend on the congruency of proximodistal
signals. Specifically, the visual feedback of the movement always
matched the proprioceptive cues. It is possible that for motor
control the prediction errors from the proximodistal modalities
are more relevant (they are weighted higher) than those from
purely distal. We suggest that future studies should systematically
investigate the contribution of different cues to performance,
possibly within the framework of HSPC (Maffei et al., 2017).
Second, if body ownership depends on the consistency of internal
models, and therefore on the accuracy of sensory predictions,
could task-irrelevant signals manipulate it? While playing Air
Hockey, the brain does not only integrate action-driven sensory
signals but also simultaneously processes purely external action-
independent information which derives from the environment.
This information might well include corrective information
and, therefore, be relevant to the task (i.e., the wind which

affects the trajectory of the puck) or not (i.e., time of the day)
(Shadmehr et al., 1994). Changing the rules of the environment
and investigating the experience of ownership and performance
when action-independent (task-irrelevant) sensory expectations
are violated would shed light on the nature of sensory signals
relevant for the processing of self as well as their underlying
mechanisms (i.e., generative and forward models) (Friston, 2012;
Seth, 2013; Apps and Tsakiris, 2014).

What is the role of purely distal action-driven cues in goal-
oriented behavior? Our results demonstrate that performance, as
measured through the overall scores (Figure 2A) and directional
errors (Figures 2B, C), was significantly hampered in the
incongruent compared to the congruent condition. Importantly,
these results did not depend on differences in reaction times
(Figure 2E) suggesting no influence of possible attentional
biases (i.e., distractions) in either of the groups. On the one
hand, this outcome might be interpreted within the framework
of computational motor control. The reported differences in
performance between the two conditions could have been
influenced by the discrepancies between the efference copies of
distal events and the actual action outcomes. Indeed, results
from motor control studies support the notion that learning
(progressive reduction of error) depends on both proximal and
distal sensory prediction errors that allow for adjustments and
anticipation of possible perturbations deriving from the body
and environment (Jordan and Rumelhart, 1992; Mazzoni and
Krakauer, 2006; Tseng et al., 2007; Krakauer, 2009; Maffei et al.,
2017; Morehead et al., 2017). As a result, during action execution,
inputs from all the sensory modalities are transformed into error
signals updating the forward model and, consequently, future
behavior (Wolpert and Kawato, 1998; Kawato, 1999; Shadmehr
et al., 2010; Wolpert et al., 2011). In our experiment, the
directionality of the error indicated by the spatial distribution
of the sound, the speed of the puck indicated by the temporal
characteristics of the sound, as well as the knowledge of results
all constituted error signals which could supervise corrective
motor commands. Crucially, while the spatial and temporal
dimensions provided information about the action parameters
on a continuous range, the semantic dimension constituted
a binary reinforcement signal informing about a failure or a
success. As such, the chosen audiovisual cues in the incongruent
condition might have influenced performance, which, in turn,
affected body ownership. In fact, clinical studies provide evidence
that patients suffering from hemiparesis, whose motor function
is reduced due to stroke, progressively stop using the paretic
limb: the so-called learned non-use phenomenon (Taub et al.,
2006). In this, and other neurological cases, a prolonged lack of
use (low performance) often causes disturbances in the sense of
ownership and agency (Gallagher, 2006) supporting a hypothesis
that there might be a causal effect between performance and
body ownership. The present design which includes three types of
sensory manipulations pseudorandomly distributed within each
block does not allow us to disambiguate between the specific
contribution of each of the manipulations. A systematic study
on the influence of individual sensory signals, including the three
manipulations, would help to better understand the mechanisms
accounting for low-performance scores in the incongruent
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condition. An alternative interpretation of our results is related to
the experimental and theoretical framework of body ownership.
Several studies propose that body ownership is coupled to the
motor system such that it updates the sensory representation of
the body and provides inputs to the forward model. The forward
model, in turn, generates and updates predictions relative to both
the body and the environment during voluntary actions (Kilteni
and Ehrsson, 2017), reinforcing the history of sensorimotor
contingencies. In particular, we find evidence that body
ownership is involved in generating body-specific predictions
about the sensory consequences of voluntary actions thus
determining somatosensory attenuation (Kilteni and Ehrsson,
2017). This finding is consistent with another study which
employed a standard RHI in virtual reality and demonstrated
that ownership is correlated with motor performance during a
perceptual decision-making task (Grechuta et al., 2017). Contrary
to the previous discussion, in this case, ownership would have a
modulatory effect on performance.

At the current stage, we cannot disambiguate between the two
alternative hypotheses and determine whether the integration
of purely distal cues influences ownership and performance in
parallel or independently and what is the directionality. We
demonstrate, however, that both depend on the congruency
of action-driven and task-relevant purely distal signals, which
supports the notion that both rely on the consistency of
forward models driving goal-oriented action (Seth, 2013; Apps
and Tsakiris, 2014). We expect that this outcome will allow
for the advancement of our understanding of the mechanisms
underlying body ownership. To improve the experimental quality
of the present study and further support our findings, future
studies shall consider a bigger sample size as well as an alternative
objective measure of ownership (i.e., body temperature) which
would allow for conducting a within-group experiment without
biasing the physiological signals (Moseley et al., 2008). Finally,

the reported finding might find applications in fields such
as motor training simulators and rehabilitation. For instance,

virtual reality-based treatments of post-stroke motor disorders
(Cameirão et al., 2010; Grechuta et al., 2014; Mihelj et al.,
2014; Ballester et al., 2015) might benefit from a design of
reliable and spatiotemporally congruent environments which
may positively impact the ownership of the virtual body as well as
performance possibly impacting recovery. Further clinical studies
should evaluate the same principle in rehabilitation protocols
for ownership disturbances following acquired brain lesions
including neglect (Coslett, 1998), anosognosia for hemiplegia
(Pia et al., 2004) or somatoparaphrenia (Fotopoulou et al., 2011).

ETHICS STATEMENT

The protocol was approved by the ethical committee of the
University of Pompeu Fabra (Barcelona, Spain). All subjects
provided their written informed consent.

AUTHOR CONTRIBUTIONS

KG, LU, and BR designed the protocol, KG and LU conceived
the experiment and LU conducted the experiments, KG and LU
analyzed the results, KG, LU, and PV wrote the manuscript. PV
initiated and supervised the research. All authors reviewed and
approved the manuscript.

FUNDING

This research has been supported by the MINECO Retos
Investigacion I+D+I, Plan Nacional project, SANAR (Gobierno
de Espana) under agreement TIN2013–44200–REC, FPI grant nr.
BES–2014–068791, and also European Research Council under
grant agreement 341196 (CDAC).

REFERENCES

Apps, M. A., and Tsakiris, M. (2014). The free-energy self: a predictive

coding account of self-recognition. Neurosci. Biobehav. Rev. 41, 85–97.

doi: 10.1016/j.neubiorev.2013.01.029

Armel, K. C., and Ramachandran, V. S. (2003). Projecting sensations to external

objects: evidence from skin conductance response. Proc. R. Soc. Lond. B Biol.

Sci. 270, 1499–1506. doi: 10.1098/rspb.2003.2364

Ballester, B. R., Nirme, J., Duarte, E., Cuxart, A., Rodriguez, S., Verschure, P.,

et al. (2015). The visual amplification of goal-oriented movements counteracts

acquired non-use in hemiparetic stroke patients. J. Neuroeng. Rehabil. 12, 50.

doi: 10.1186/s12984-015-0039-z

Banakou, D., Groten, R., and Slater, M. (2013). Illusory ownership of a virtual child

body causes overestimation of object sizes and implicit attitude changes. Proc.

Natl. Acad. Sci. U.S.A. 110, 12846–12851. doi: 10.1073/pnas.1306779110

Bäß, P., Jacobsen, T., and Schröger, E. (2008). Suppression of the auditory n1 event-

related potential component with unpredictable self-initiated tones: evidence

for internal forward models with dynamic stimulation. Int. J. Psychophysiol. 70,

137–143. doi: 10.1016/j.ijpsycho.2008.06.005

Blakemore, S-J., Wolpert, D., and Frith, C. (2000). Why can’t you tickle yourself?

Neuroreport 11, R11–R16. doi: 10.1097/00001756-200012180-00006

Blanke, O. (2012). Multisensory brain mechanisms of bodily self-consciousness.

Nat. Rev. Neurosci. 13, 556–571. doi: 10.1038/nrn3292

Botvinick, M., and Cohen, J. (1998). Rubber hands’ feel’touch that eyes see. Nature

391, 756.

Cameirão, M. S., i Badia, S. B., Oller, E. D., and Verschure, P. F. (2010).

Neurorehabilitation using the virtual reality based rehabilitation gaming

system: methodology, design, psychometrics, usability and validation. J.

Neuroeng. Rehabil. 7, 48. doi: 10.1186/1743-0003-7-48

Clark, A. (2013). Whatever next? predictive brains, situated agents,

and the future of cognitive science. Behav. Brain Sci. 36, 181–204.

doi: 10.1017/S0140525X12000477

Coslett, H. B. (1998). Evidence for a disturbance of the body schema in neglect.

Brain Cogn. 37, 527–544. doi: 10.1006/brcg.1998.1011

Costantini, M., and Haggard, P. (2007). The rubber hand illusion: sensitivity

and reference frame for body ownership. Conscious. Cogn. 16, 229–240.

doi: 10.1016/j.concog.2007.01.001

Craig, A. D. (2002). How do you feel? interoception: the sense of the physiological

condition of the body. Nat. Rev. Neurosci. 3, 655–666. doi: 10.1038/

nrn894

Crapse, T. B., and Sommer, M. A. (2008). Corollary discharge across

the animal kingdom. Nat. Rev. Neurosci. 9, 587. doi: 10.1038/

nrn2457

D’Angelo, M., di Pellegrino, G., Seriani, S., Gallina, P., and Frassinetti, F. (2018).

The sense of agency shapes body schema and peripersonal space. Sci. Rep.

8:13847. doi: 10.1038/s41598-018-32238-z

Frontiers in Human Neuroscience | www.frontiersin.org 10 March 2019 | Volume 13 | Article 91

https://doi.org/10.1016/j.neubiorev.2013.01.029
https://doi.org/10.1098/rspb.2003.2364
https://doi.org/10.1186/s12984-015-0039-z
https://doi.org/10.1073/pnas.1306779110
https://doi.org/10.1016/j.ijpsycho.2008.06.005
https://doi.org/10.1097/00001756-200012180-00006
https://doi.org/10.1038/nrn3292
https://doi.org/10.1186/1743-0003-7-48
https://doi.org/10.1017/S0140525X12000477
https://doi.org/10.1006/brcg.1998.1011
https://doi.org/10.1016/j.concog.2007.01.001
https://doi.org/10.1038/nrn894
https://doi.org/10.1038/nrn2457
https://doi.org/10.1038/s41598-018-32238-z
https://www.frontiersin.org/journals/human-neuroscience
https://www.frontiersin.org
https://www.frontiersin.org/journals/human-neuroscience#articles


Grechuta et al. Self Beyond the Body

Dieguez, S., Mercier, M. R., Newby, N., and Blanke, O. (2009). Feeling

numbness for someone else’s finger. Curr. Biol. 19, R1108–R1109.

doi: 10.1016/j.cub.2009.10.055

Dummer, T., Picot-Annand, A., Neal, T., andMoore, C. (2009). Movement and the

rubber hand illusion. Perception 38, 271–280. doi: 10.1068/p5921

Ehrsson, H. H. (2012). “Chapter 43: The concept of body ownership and its relation

to multisensory integration,” in The New Handbook of Multisensory Processes,

ed B. E. Stein (Cambridge, MA: MIT Press), 775–792.

Ernst, M. O., and Bülthoff, H. H. (2004). Merging the senses into a robust percept.

Trends Cogn. Sci. 8, 162–169. doi: 10.1016/j.tics.2004.02.002

Ferri, F., Ambrosini, E., Pinti, P., Merla, A., and Costantini, M. (2017). The role

of expectation in multisensory body representation–neural evidence. Eur. J.

Neurosci. 46, 1897–1905. doi: 10.1111/ejn.13629

Ferri, F., Chiarelli, A. M., Merla, A., Gallese, V., and Costantini, M. (2013). The

body beyond the body: expectation of a sensory event is enough to induce

ownership over a fake hand. Proc. R. Soc. Lond. B Biol. Sci. 280, 20131140.

doi: 10.1098/rspb.2013.1140

Fotopoulou, A., Jenkinson, P. M., Tsakiris, M., Haggard, P., Rudd, A.,

and Kopelman, M. D. (2011). Mirror-view reverses somatoparaphrenia:

dissociation between first-and third-person perspectives on body ownership.

Neuropsychologia 49, 3946–3955. doi: 10.1016/j.neuropsychologia.2011.10.011

Friston, K. (2012). Prediction, perception and agency. Int. J. Psychophysiol. 83,

248–252. doi: 10.1016/j.ijpsycho.2011.11.014

Gallagher, S. (2006). How the Body Shapes the Mind. Oxford, UK: Oxford

University Press.

Gallagher, S. (2007). The natural philosophy of agency. Philos. Compass 2, 347–357.

doi: 10.1111/j.1747-9991.2007.00067.x

Grechuta, K., Guga, J., Maffei, G., Rubio, B. B., and Verschure, P. F. (2017).

Visuotactile integration modulates motor performance in a perceptual

decision-making task. Sci. Rep. 7:3333. doi: 10.1038/s41598-017-03488-0

Grechuta, K., Rubio, B., Duff, A., Duarte, E., and Verschure, P. (2014). “Intensive

language-action therapy in virtual reality for a rehabilitation gaming system,” in

Internacional Conference Disability, Virtual Reality & Associated Technologies,

Vol. 10 (London), 265–273.

Hägni, K., Eng, K., Hepp-Reymond, M-C., Holper, L., Keisker, B., Siekierka, E.,

et al. (2008). Observing virtual arms that you imagine are yours increases

the galvanic skin response to an unexpected threat. PLoS ONE 3:e3082.

doi: 10.1371/journal.pone.0003082

Hommel, B. (2009). Action control according to tec (theory of event coding).

Psychol. Res. PRPF 73, 512–526. doi: 10.1007/s00426-009-0234-2

Jordan, M. I., and Rumelhart, D. E. (1992). Forward models: supervised learning

with a distal teacher. Cogn. Sci. 16, 307–354. doi: 10.1207/s15516709cog1603_1

Kalckert, A., and Ehrsson, H. H. (2012). Moving a rubber hand that feels like

your own: a dissociation of ownership and agency. Front. Hum. Neurosci. 6:40.

doi: 10.3389/fnhum.2012.00040

Kammers, M. P., Longo, M. R., Tsakiris, M., Dijkerman, H. C., and Haggard,

P. (2009). Specificity and coherence of body representations. Perception 38,

1804–1820. doi: 10.1068/p6389

Kawato, M. (1999). Internal models for motor control and trajectory planning.

Curr. Opin. Neurobiol. 9, 718–727. doi: 10.1016/S0959-4388(99)00028-8

Kilteni, K., and Ehrsson, H. H. (2017). Body ownership determines the attenuation

of self-generated tactile sensations. Proc. Natl. Acad. Sci. U.S.A. 114, 8426–8431.

doi: 10.1073/pnas.1703347114

Krakauer, J. W. (2009). Motor learning and consolidation: the case

of visuomotor rotation. Adv. Exp. Med. Biol. 629, 405–421.

doi: 10.1007/978-0-387-77064-2_21

Lenggenhager, B., Tadi, T., Metzinger, T., and Blanke, O. (2007). Video

ergo sum: manipulating bodily self-consciousness. Science 317, 1096–1099.

doi: 10.1126/science.1143439

Liepelt, R., Dolk, T., and Hommel, B. (2017). Self-perception beyond the body: the

role of past agency. Psychol. Res. 81, 549–559. doi: 10.1007/s00426-016-0766-1

Limanowski, J., and Blankenburg, F. (2013). Minimal self-models and the free

energy principle. Front. Hum. Neurosci. 7:547. doi: 10.3389/fnhum.2013.00547

Lloyd, D. M. (2007). Spatial limits on referred touch to an alien limb may reflect

boundaries of visuo-tactile peripersonal space surrounding the hand. Brain

Cogn. 64, 104–109. doi: 10.1016/j.bandc.2006.09.013

Longo, M. R., and Haggard, P. (2009). Sense of agency primes manual motor

responses. Perception 38, 69–78. doi: 10.1068/p6045

Longo, M. R., Schüür, F., Kammers, M. P., Tsakiris, M., and Haggard, P. (2008).

What is embodiment? a psychometric approach. Cognition 107, 978–998.

doi: 10.1016/j.cognition.2007.12.004

Ma, K., and Hommel, B. (2015a). Body-ownership for actively

operated non-corporeal objects. Conscious. Cogn. 36, 75–86.

doi: 10.1016/j.concog.2015.06.003

Ma, K., and Hommel, B. (2015b). The role of agency for perceived

ownership in the virtual hand illusion. Conscious. Cogn. 36, 277–288.

doi: 10.1016/j.concog.2015.07.008

Maffei, G., Herreros, I., Sanchez-Fibla, M., Friston, K. J., and Verschure, P. F.

(2017). The perceptual shaping of anticipatory actions. Proc. R. Soc. B

284:20171780. doi: 10.1098/rspb.2017.1780

Makin, T. R., Holmes, N. P., and Ehrsson, H. H. (2008). On the other

hand: dummy hands and peripersonal space. Behav. Brain Res. 191, 1–10.

doi: 10.1016/j.bbr.2008.02.041

Makin, T. R., Holmes, N. P., and Zohary, E. (2007). Is that near my hand?

multisensory representation of peripersonal space in human intraparietal

sulcus. J. Neurosci. 27, 731–740. doi: 10.1523/JNEUROSCI.3653-06.2007

Mazzoni, P., and Krakauer, J. W. (2006). An implicit plan overrides an

explicit strategy during visuomotor adaptation. J. Neurosci. 26, 3642–3645.

doi: 10.1523/JNEUROSCI.5317-05.2006

Miall, R. C., and Wolpert, D. M. (1996). Forward models for physiological motor

control. Neural Netw. 9, 1265–1279. doi: 10.1016/S0893-6080(96)00035-4

Mihelj, M., Novak, D., Beguš, S. (2014). Virtual Reality Technology and

Applications. Netherlands: Springer.

Mohler, B. J., Creem-Regehr, S. H., Thompson, W. B., and Bülthoff, H. H. (2010).

The effect of viewing a self-avatar on distance judgments in an hmd-based

virtual environment. Presence 19, 230–242. doi: 10.1162/pres.19.3.230

Morehead, J. R., Taylor, J. A., Parvin, D. E., and Ivry, R. B. (2017). Characteristics of

implicit sensorimotor adaptation revealed by task-irrelevant clamped feedback.

J. Cogn. Neurosci. 29, 1061–1074. doi: 10.1162/jocn_a_01108

Moseley, G. L., Olthof, N., Venema, A., Don, S., Wijers, M., Gallace, A., et al.

(2008). Psychologically induced cooling of a specific body part caused by the

illusory ownership of an artificial counterpart. Proc. Natl. Acad. Sci. U.S.A. 105,

13169–13173. doi: 10.1073/pnas.0803768105

Newport, R., Pearce, R., and Preston, C. (2010). Fake hands in action:

embodiment and control of supernumerary limbs. Exp. Brain Res. 204, 385–

395. doi: 10.1007/s00221-009-2104-y

Noë, A. (2004). Action in Perception. Cambridge, MA: MIT Press.

Oldfield, R. C. (1971). The assessment and analysis of handedness: the edinburgh

inventory. Neuropsychologia 9, 97–113. doi: 10.1016/0028-3932(71)90067-4

Peck, T. C., Seinfeld, S., Aglioti, S. M., and Slater, M. (2013). Putting yourself in the

skin of a black avatar reduces implicit racial bias. Conscious. Cogn. 22, 779–787.

doi: 10.1016/j.concog.2013.04.016

Petkova, V. I., and Ehrsson, H. H. (2008). If i were you: perceptual illusion of body

swapping. PLoS ONE 3:e3832. doi: 10.1371/journal.pone.0003832

Pia, L., Neppi-Modona, M., Ricci, R., and Berti, A. (2004). The anatomy

of anosognosia for hemiplegia: a meta-analysis. Cortex 40, 367–377.

doi: 10.1016/S0010-9452(08)70131-X

Prinz,W. (1997). Perception and action planning. Eur. J. Cogn. Psychol. 9, 129–154.

doi: 10.1080/713752551

Proske, U., and Gandevia, S. C. (2012). The proprioceptive senses: their roles in

signaling body shape, body position and movement, and muscle force. Physiol.

Rev. 92, 1651–1697. doi: 10.1152/physrev.00048.2011

Rizzolatti, G., Scandolara, C., Matelli, M., and Gentilucci, M. (1981). Afferent

properties of periarcuate neurons in macaque monkeys. i. somatosensory

responses. Behav. Brain Res. 2, 125–146. doi: 10.1016/0166-4328(81)

90052-8

Romano, D., Caffa, E., Hernandez-Arieta, A., Brugger, P., and Maravita,

A. (2015). The robot hand illusion: inducing proprioceptive drift

through visuo-motor congruency. Neuropsychologia 70, 414–420.

doi: 10.1016/j.neuropsychologia.2014.10.033

Sanchez-Vives, M. V., Spanlang, B., Frisoli, A., Bergamasco, M., and Slater, M.

(2010). Virtual hand illusion induced by visuomotor correlations. PLoS ONE

5:e10381. doi: 10.1371/journal.pone.0010381

Schwarz, K. A., Burger, S., Dignath, D., Kunde, W., and Pfister, R. (2018).

Action-effect binding and agency. Conscious. Cogn. 65, 304–309.

doi: 10.1016/j.concog.2018.10.001

Frontiers in Human Neuroscience | www.frontiersin.org 11 March 2019 | Volume 13 | Article 91

https://doi.org/10.1016/j.cub.2009.10.055
https://doi.org/10.1068/p5921
https://doi.org/10.1016/j.tics.2004.02.002
https://doi.org/10.1111/ejn.13629
https://doi.org/10.1098/rspb.2013.1140
https://doi.org/10.1016/j.neuropsychologia.2011.10.011
https://doi.org/10.1016/j.ijpsycho.2011.11.014
https://doi.org/10.1111/j.1747-9991.2007.00067.x
https://doi.org/10.1038/s41598-017-03488-0
https://doi.org/10.1371/journal.pone.0003082
https://doi.org/10.1007/s00426-009-0234-2
https://doi.org/10.1207/s15516709cog1603_1
https://doi.org/10.3389/fnhum.2012.00040
https://doi.org/10.1068/p6389
https://doi.org/10.1016/S0959-4388(99)00028-8
https://doi.org/10.1073/pnas.1703347114
https://doi.org/10.1007/978-0-387-77064-2_21
https://doi.org/10.1126/science.1143439
https://doi.org/10.1007/s00426-016-0766-1
https://doi.org/10.3389/fnhum.2013.00547
https://doi.org/10.1016/j.bandc.2006.09.013
https://doi.org/10.1068/p6045
https://doi.org/10.1016/j.cognition.2007.12.004
https://doi.org/10.1016/j.concog.2015.06.003
https://doi.org/10.1016/j.concog.2015.07.008
https://doi.org/10.1098/rspb.2017.1780
https://doi.org/10.1016/j.bbr.2008.02.041
https://doi.org/10.1523/JNEUROSCI.3653-06.2007
https://doi.org/10.1523/JNEUROSCI.5317-05.2006
https://doi.org/10.1016/S0893-6080(96)00035-4
https://doi.org/10.1162/pres.19.3.230
https://doi.org/10.1162/jocn_a_01108
https://doi.org/10.1073/pnas.0803768105
https://doi.org/10.1007/s00221-009-2104-y
https://doi.org/10.1016/0028-3932(71)90067-4
https://doi.org/10.1016/j.concog.2013.04.016
https://doi.org/10.1371/journal.pone.0003832
https://doi.org/10.1016/S0010-9452(08)70131-X
https://doi.org/10.1080/713752551
https://doi.org/10.1152/physrev.00048.2011
https://doi.org/10.1016/0166-4328(81)90052-8
https://doi.org/10.1016/j.neuropsychologia.2014.10.033
https://doi.org/10.1371/journal.pone.0010381
https://doi.org/10.1016/j.concog.2018.10.001
https://www.frontiersin.org/journals/human-neuroscience
https://www.frontiersin.org
https://www.frontiersin.org/journals/human-neuroscience#articles


Grechuta et al. Self Beyond the Body

Seth, A. K. (2013). Interoceptive inference, emotion, and the embodied self. Trends

Cogn. Sci. 17, 565–573. doi: 10.1016/j.tics.2013.09.007

Sforza, A., Bufalari, I., Haggard, P., and Aglioti, S. M. (2010). My face in yours:

Visuo-tactile facial stimulation influences sense of identity. Soc. Neurosci. 5,

148–162. doi: 10.1080/17470910903205503

Shadmehr, R., and Mussa-Ivaldi, F. A. (1994). Adaptive representation of

dynamics during learning of a motor task. J. Neurosci. 14, 3208–3224.

doi: 10.1523/JNEUROSCI.14-05-03208.1994

Shadmehr, R., Smith, M. A., and Krakauer, J. W. (2010). Error correction, sensory

prediction, and adaptation in motor control. Ann. Rev. Neurosci. 33, 89–108.

doi: 10.1146/annurev-neuro-060909-153135

Shibuya, S., Unenaka, S., and Ohki, Y. (2018). The relationship between

the virtual hand illusion and motor performance. Front. Psychol. 9:2242.

doi: 10.3389/fpsyg.2018.02242

Shin, Y. K., Proctor, R. W., and Capaldi, E. J. (2010). A review of contemporary

ideomotor theory. Psychol. Bull. 136, 943. doi: 10.1037/a0020541

Sober, S. J., and Sabes, P. N. (2003). Multisensory integration

during motor planning. J. Neurosci. 23, 6982–6992.

doi: 10.1523/JNEUROSCI.23-18-06982.2003

Sommer, M. A., and Wurtz, R. H. (2008). Brain circuits for the internal

monitoring of movements. Annu. Rev. Neurosci. 31, 317–338.

doi: 10.1146/annurev.neuro.31.060407.125627

Sperry, R. W. (1950). Neural basis of the spontaneous optokinetic response

produced by visual inversion. J. Comp. Physiol. Psychology 43, 482.

doi: 10.1037/h0055479

Stock, A., and Stock, C. (2004). A short history of ideo-motor action. Psychol. Res.

68, 176–188. doi: 10.1007/s00426-003-0154-5

Suzuki, K., Garfinkel, S. N., Critchley, H. D., and Seth, A. K. (2013). Multisensory

integration across exteroceptive and interoceptive domains modulates self-

experience in the rubber-hand illusion. Neuropsychologia 51, 2909–2917.

doi: 10.1016/j.neuropsychologia.2013.08.014

Taub, E., Uswatte, G., Mark, V. W., and Morris, D. M. M. (2006). The learned

nonuse phenomenon: implications for rehabilitation. Eura Medicophys 42,

241–256.

Tsakiris, M. (2010). My body in the brain: a neurocognitive

model of body-ownership. Neuropsychologia 48, 703–712.

doi: 10.1016/j.neuropsychologia.2009.09.034

Tsakiris, M., Costantini, M., and Haggard, P. (2008). The role of the right

temporo-parietal junction in maintaining a coherent sense of one’s body.

Neuropsychologia 46, 3014–3018. doi: 10.1016/j.neuropsychologia.2008.06.004

Tsakiris, M., and Haggard, P. (2005). The rubber hand illusion revisited:

visuotactile integration and self-attribution. J. Exp. Psychol. 31, 80.

doi: 10.1037/0096-1523.31.1.80

Tsakiris, M., Prabhu, G., and Haggard, P. (2006). Having a body

versus moving your body: how agency structures body-ownership.

Conscious. Cogn. 15, 423–432. doi: 10.1016/j.concog.2005.

09.004

Tseng, Y-w., Diedrichsen, J., Krakauer, J. W., Shadmehr, R., and Bastian,

A. J. (2007). Sensory prediction errors drive cerebellum-dependent

adaptation of reaching. J. Neurophysiol. 98, 54–62. doi: 10.1152/jn.002

66.2007

Van Dam, L. C., and Stephens, J. R. (2018). Effects of prolonged exposure to

feedback delay on the qualitative subjective experience of virtual reality. PLoS

ONE 13:e0205145. doi: 10.1371/journal.pone.0205145

Van Den Bos, E., and Jeannerod, M. (2002). Sense of body and sense

of action both contribute to self-recognition. Cognition 85, 177–187.

doi: 10.1016/S0010-0277(02)00100-2

Walsh, L. D., Moseley, G. L., Taylor, J. L., and Gandevia, S. C.

(2011). Proprioceptive signals contribute to the sense of body

ownership. J. Physiol. 589, 3009–3021. doi: 10.1113/jphysiol.2011.2

04941

Wolpert, D. M., Diedrichsen, J., and Flanagan, J. R. (2011). Principles of

sensorimotor learning. Nat. Rev. Neurosci. 12, 739. doi: 10.1038/nrn3112

Wolpert, D. M., and Flanagan, J. R. (2001). Motor prediction. Curr. Biol. 11,

R729–R732. doi: 10.1016/S0960-9822(01)00432-8

Wolpert, D. M., Ghahramani, Z., and Jordan, M. I. (1995). An

internal model for sensorimotor integration. Science 269, 1880–1882.

doi: 10.1126/science.7569931

Wolpert, D. M., and Kawato, M. (1998). Multiple paired forward and

inverse models for motor control. Neural Netw. 11, 1317–1329.

doi: 10.1016/S0893-6080(98)00066-5

Woodgate, P. J., Strauss, S., Sami, S. A., and Heinke, D. (2015). Motor cortex guides

selection of predictable movement targets. Behav. Brain Res. 287, 238–246.

doi: 10.1016/j.bbr.2015.03.057

Conflict of Interest Statement: The authors declare that the research was

conducted in the absence of any commercial or financial relationships that could

be construed as a potential conflict of interest.

Copyright © 2019 Grechuta, Ulysse, Rubio Ballester and Verschure. This is an open-

access article distributed under the terms of the Creative Commons Attribution

License (CC BY). The use, distribution or reproduction in other forums is permitted,

provided the original author(s) and the copyright owner(s) are credited and that the

original publication in this journal is cited, in accordance with accepted academic

practice. No use, distribution or reproduction is permitted which does not comply

with these terms.

Frontiers in Human Neuroscience | www.frontiersin.org 12 March 2019 | Volume 13 | Article 91

https://doi.org/10.1016/j.tics.2013.09.007
https://doi.org/10.1080/17470910903205503
https://doi.org/10.1523/JNEUROSCI.14-05-03208.1994
https://doi.org/10.1146/annurev-neuro-060909-153135
https://doi.org/10.3389/fpsyg.2018.02242
https://doi.org/10.1037/a0020541
https://doi.org/10.1523/JNEUROSCI.23-18-06982.2003
https://doi.org/10.1146/annurev.neuro.31.060407.125627
https://doi.org/10.1037/h0055479
https://doi.org/10.1007/s00426-003-0154-5
https://doi.org/10.1016/j.neuropsychologia.2013.08.014
https://doi.org/10.1016/j.neuropsychologia.2009.09.034
https://doi.org/10.1016/j.neuropsychologia.2008.06.004
https://doi.org/10.1037/0096-1523.31.1.80
https://doi.org/10.1016/j.concog.2005.09.004
https://doi.org/10.1152/jn.00266.2007
https://doi.org/10.1371/journal.pone.0205145
https://doi.org/10.1016/S0010-0277(02)00100-2
https://doi.org/10.1113/jphysiol.2011.204941
https://doi.org/10.1038/nrn3112
https://doi.org/10.1016/S0960-9822(01)00432-8
https://doi.org/10.1126/science.7569931
https://doi.org/10.1016/S0893-6080(98)00066-5
https://doi.org/10.1016/j.bbr.2015.03.057
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
https://www.frontiersin.org/journals/human-neuroscience
https://www.frontiersin.org
https://www.frontiersin.org/journals/human-neuroscience#articles

	Self Beyond the Body: Action-Driven and Task-Relevant Purely Distal Cues Modulate Performance and Body Ownership
	1. Introduction
	2. Materials and Methods
	2.1. Participants
	2.2. Task: Virtual Reality-Based Air Hockey.
	2.3. Multisensory Feedback.
	2.4. Measures
	2.4.1. Motor Control
	2.4.2. Body Ownership


	3. Results
	3.1. Motor Control
	3.2. Body Ownership
	3.3. Relationship of the Ownership Measures

	4. Discussion
	Ethics Statement
	Author Contributions
	Funding
	References


