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To offer engaging neurorehabilitation training to neurologic patients, motor tasks are
often visualized in virtual reality (VR). Recently introduced head-mounted displays
(HMDs) allow to realistically mimic the body of the user from a first-person perspective
(i.e., avatar) in a highly immersive VR environment. In this immersive environment,
users may embody avatars with different body characteristics. Importantly, body
characteristics impact how people perform actions. Therefore, alternating body
perceptions using immersive VR may be a powerful tool to promote motor activity in
neurologic patients. However, the ability of the brain to adapt motor commands based
on a perceived modified reality has not yet been fully explored. To fill this gap, we “tricked
the brain” using immersive VR and investigated if multisensory feedback modulating the
physical properties of an embodied avatar influences motor brain networks and control.
Ten healthy participants were immersed in a virtual environment using an HMD, where
they saw an avatar from first-person perspective. We slowly transformed the surface of
the avatar (i.e., the “skin material”) from human to stone. We enforced this visual change
by repetitively touching the real arm of the participant and the arm of the avatar with
a (virtual) hammer, while progressively replacing the sound of the hammer against skin
with stone hitting sound via loudspeaker. We applied single-pulse transcranial magnetic
simulation (TMS) to evaluate changes in motor cortical excitability associated with the
illusion. Further, to investigate if the “stone illusion” affected motor control, participants
performed a reaching task with the human and stone avatar. Questionnaires assessed
the subjectively reported strength of embodiment and illusion. Our results show that
participants experienced the “stone arm illusion.” Particularly, they rated their arm as
heavier, colder, stiffer, and more insensitive when immersed with the stone than human
avatar, without the illusion affecting their experienced feeling of body ownership. Further,
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the reported illusion strength was associated with enhanced motor cortical excitability
and faster movement initiations, indicating that participants may have physically mirrored
and compensated for the embodied body characteristics of the stone avatar. Together,
immersive VR has the potential to influence motor brain networks by subtly modifying
the perception of reality, opening new perspectives for the motor recovery of patients.

Keywords: embodiment, body illusion, self-perception, motor cortex, motor evoked potentials (MEPs), motor
control, immersive virtual reality (IVR)

INTRODUCTION

Stroke represents a leading cause of long-term disability in adults
worldwide, with one-third of chronic stroke patients requiring
assistance during activities of daily living (Feigin et al., 2014).
Intensive and costly neurorehabilitation interventions are an
integral part of the therapy following stroke, aiming at regaining
(part of) the motor functionality of patients. Within this context,
robotic neurorehabilitation has been receiving increasing
interest to provide more cost-effective therapy (Lum et al.,
2012). Robotic-assisted interventions allow for repetitive, high-
intensity, and task-specific training, lowering costs and personal
limitations (e.g., fatigue) and optimizing the potential of motor
recovery of patients (Marchal-Crespo and Reinkensmeyer, 2009).

To increase the engagement of patients during training, motor
tasks are often visualized in virtual reality (VR), allowing the
simulation of various real and imaginary activities of daily living
(Lee et al., 2003; Perez-Marcos et al., 2018). VR further offers the
possibility to individualize the virtual environment to the needs
of the patients, and to provide standardized and safe training
(Rose et al., 2005; Marchal-Crespo and Reinkensmeyer, 2008).
A large body of research has demonstrated the efficacy of VR
therapy in (robotic) stroke rehabilitation (Adamovich et al., 2004;
Deutsch et al., 2004; Jang et al., 2005). However, in standard
clinical VR settings, computer screens are used to display the
virtual training environment. Here, the patient interacts with the
virtual elements using an abstract virtual representation (e.g., a
cursor). While this symbolic interaction provides useful visual
guidance, it strongly deviates from interactions required in the
real world and, therefore, may limit the transfer of acquired skills
into activities of daily living (de Mello Monteiro et al., 2014;
Bezerra et al., 2018).

Recently emerging head-mounted displays (HMDs) provide
highly immersive virtual training environments. In this
immersive virtual environment, the user interacts with a virtual
self-representation perceived from first-person perspective (i.e.,
an avatar), realistically mimicking the body of the user. Previous
work has suggested that immersive virtual reality, compared
with screens, may further promote motor training because they
enhance embodiment over the avatar (Wenk et al., 2021) i.e., the
body of the avatar is –at least partially– processed like the own
(virtual) body (Kilteni et al., 2012a). In the immersive virtual
training environment, the user may experience the feeling of
body ownership over the avatar. Body ownership –one out of
the three components of embodiment together with agency [i.e.,
the feeling of initiating and being in control of the own actions;
(e.g., David et al., 2008; Braun et al., 2018)] and location [i.e., the

experienced location of the body in space; (e.g., Blanke, 2012)]–
is the cognition that a body and/or its parts belong to oneself
(Blanke, 2012). Body ownership results from the integration and
interpretation of multimodal sensory information in the brain,
importantly, visual, somatosensory, and proprioceptive signals
(Botvinick and Cohen, 1998; Maravita et al., 2003; Ehrsson,
2004). Neuroimaging studies have shown that body ownership
relies on frontal premotor, somatosensory, temporoparietal
junction, and insular brain regions (Botvinick and Cohen, 1998;
Maravita et al., 2003; Ehrsson, 2004; Tsakiris, 2010).

Even though our body and its physical features and capabilities
(e.g., the size of body parts and/or the color or material of
the skin) usually do not change –and one could assume that
the perception of the own body is stable–a vast amount of
research has shown that bodily self-perceptions are continuously
updated in the brain in response to sensory signals related
to the body characteristics (de Vignemont, 2010; Serino and
Haggard, 2010; Tsakiris, 2010, 2017; Longo and Haggard, 2011;
Blanke et al., 2015). Consequently, multisensory feedback can
be used to modulate the self-perception of the body, as for
example, in the well-known “rubber hand illusion” paradigm,
first introduced by Botvinick and Cohen (1998). Here, an
experimenter simultaneously strokes the hidden real hand of a
participant and a rubber hand placed in front of the participant.
The simultaneously felt stroking on the real hand and the visual
perception of the rubber hand being stroked has been shown to
reliably induce the feeling of body ownership over the rubber
hand in the participant. The rubber hand illusion has also been
demonstrated by providing auditory instead of visual feedback.
In the “marble hand illusion,” Senna et al. (2014) touched the
(hidden) hand of the participant with a hammer that was coupled
with stone-hitting sound. This led participants to experience
their own hand to be more stone-like than in the control
condition (e.g., they rated their own hand as stiffer, heavier,
harder, unnatural, and less sensitive). Various variations of the
rubber hand illusion paradigm have shown that body ownership
can be experimentally induced in a part of a body or an entire
body other than one’s own in healthy young (Ehrsson, 2004;
Tsakiris and Haggard, 2005; Tsakiris et al., 2006; Lloyd, 2007;
Haans et al., 2008; Kammers et al., 2009; van der Hoort et al.,
2011; Kalckert and Ehrsson, 2012; Lopez et al., 2012; Pozeg et al.,
2014; Crea et al., 2015; Flögel et al., 2016; Wen et al., 2016;
Burin et al., 2017; Riemer et al., 2019; Matsumoto et al., 2020),
elderly (Burin and Kawashima, 2021), and neurologic patients
(Zeller et al., 2011; Lenggenhager et al., 2012; Burin et al., 2015;
Wawrzyniak et al., 2018). The demonstrated flexibility of the
brain is indeed crucial to preserve a stable body image while the
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perceptual characteristics of the body constantly vary in everyday
life. For example, the skin color may change depending on light,
and the size and shape of body parts are influenced by posture
and distance. Therefore, to save resources, the brain is trained
to accept deviations resulting from a mismatch between sensory
signals [such as the proprioceptive incongruency between the
location of the real hand and the rubber hand in the case of the
rubber hand illusion paradigm; (Knoblich, 2006; Makin et al.,
2008; Tsakiris, 2010)].

Numerous studies have shown that immersive VR is an
especially powerful tool to alternate body perceptions. The rubber
hand illusion has, for example, been replicated numerous times
in VR –in the so-called “virtual hand illusion”– where congruent
(e.g., haptic or tactile) feedback is provided to the real hand of
the participant together with visual feedback in VR [i.e., on the
hand of the avatar seen by the participant; (Slater, 2008; Perez-
Marcos et al., 2009; Sanchez-Vives et al., 2010; Pyasik et al.,
2020; Jeong and Kim, 2021; Kanayama et al., 2021)]. Further,
the high visuo-motor or visuo-proprioceptive synchrony –i.e.,
the high spatial and temporal correlation between the performed
movement and the visually perceived feedback on the display– in
immersive VR has also been shown to induce strong embodiment
over the avatar, without the need of additional tactile stimulation
(Sanchez-Vives et al., 2010; Carey et al., 2019; Odermatt et al.,
2021). Notably, immersive VR, together with additional sensory
feedback, can be used to induce embodiment over “unrealistic”
avatars (Kilteni et al., 2012b; Preston and Newport, 2012).
For example, Kilteni et al. (2012b) induced a “very long arm
illusion” by visually elongating a virtual arm and simultaneously
providing haptic feedback to the real hand of the participant
which was visually reproduced in the VR (namely, the touching
of a grass surface).

Importantly, body perceptions impact how people interact
with the environment. When we perform actions, it is critical
to keep track of, for example, the size and shape of the different
body parts (Head and Holmes, 1911; Holmes and Spence, 2004;
Maravita and Iriki, 2004). In a series of experiments, Tajadura-
Jiménez et al. (2012, 2015b, 2016) used real-time auditory
feedback to induce illusionary ownership over elongated arms
(e.g., by providing sounds that implied to originate from a
greater distance when participants tapped their hand on a
surface). Crucially, the authors showed that the illusion of
having a longer arm also influenced the real arm movements
of participants, similarly to what would be expected if the
illusionary body characteristics were real (Tajadura-Jiménez et al.,
2016). Further, in another study by Kilteni et al. (2013), the
authors showed that participants who embodied dark-skinned
avatars using immersive VR improved their drumming patterns
compared to light-skinned avatars, therefore, not only showing
that participants expected people with darker skin color to be
better at drumming than people with lighter skin color, but also
that they embodied the darker-skinned avatar.

The finding that motor actions are influenced by manipulating
the self-perception of the own body using immersive VR
may have important applications for neurorehabilitation. The
flexibility of the brain regarding embodiment could be exploited
to induce the feeling of body ownership over avatars with

different body characteristics, modulating underlying motor
brain networks and performance and optimizing recovery. For
example, embodying a virtual stone arm may increase the
physical engagement during training, similarly to lifting an empty
bottle that is believed to be full. However, the ability of the
brain to adapt motor commands based on a perceived modified
reality has not yet been fully explored. Evidence suggests that
the embodiment over an artificial limb may go in line with the
disembodiment of the own limb (for a review see Golaszewski
et al., 2021). Previous neurophysiological studies using non-
invasive brain stimulation techniques (transcranial magnetic and
direct current stimulation) and electroencephalography (EEG)
have evidenced attenuated activity in motor (della Gatta et al.,
2016; Fossataro et al., 2018) and somatosensory (Tajadura-
Jiménez et al., 2012; Zeller et al., 2015; Hornburger et al., 2019;
Isayama et al., 2019; Sakamoto and Ifuku, 2021) brain areas,
along with enhanced error tolerance (Raz et al., 2020) during the
experience of illusionary body ownership. However, most studies
on the neural correlates underlying embodiment investigated
illusionary body ownership over a rubber hand (Botvinick and
Cohen, 1998; Ehrsson, 2004; Tsakiris and Haggard, 2005; Haans
et al., 2008). Importantly, in the rubber hand illusion paradigm,
the hand of the participant is not located at the same place as the
rubber hand. To overcome this proprioceptive mismatch and to
embody the rubber hand, the brain may be forced to disembody
the own hand, lowering neural activity in the corresponding
brain areas. Further, the experience of illusionary body ownership
is commonly associated with congruent multisensory feedback
(for example, applied to the participants real hand and a rubber
hand), while the control condition (i.e., low body ownership)
is associated with incongruent feedback, previously shown to
introduce confounding congruency effects (Rao and Kayser,
2017; Odermatt et al., 2021). Yet, immersive VR allows for
congruent multisensory feedback with high visuo-proprioceptive
congruency –i.e, the motor actions are spatially and temporally
highly correlated with the visual feedback perceived through
the HMD– and therefore, disembodiment of the own limb may
not be necessary, allowing for a more naturalistic embodiment.
This is in line with previous work showing that body illusions
based on unimodal sensory feedback and without proprioceptive
mismatch enhance activity in motor brain networks: visual
kinesthetic illusions, in which the illusory feeling of motion of a
static body part is induced by mechanically vibrating the tendon
muscle of a physically constrained joint, have been associated
with an increase in motor cortical excitability (for a review
see Dilena et al., 2019). Therefore, in this study, we aimed at
“tricking the brain” in a naturalistic fashion using immersive
VR and investigate if multisensory feedback modulating the
physical properties of an embodied avatar influences motor
brain networks and control. To allow for a more naturalistic
embodiment, we decided to change the skin material rather than
the limb size or shape (e.g., elongated arm), to not introduce
a proprioceptive mismatch during the illusion which could be
associated with reduced motor activity.

Ten healthy participants were immersed in VR with an
HMD, where they saw an avatar from a first-person perspective.
We applied multisensory feedback (i.e., auditory, tactile, and
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visual) to induce a “stone arm illusion,” inspired by the work
of the marble hand illusion by Senna et al. (2014). We slowly
transformed the surface of the avatar (i.e., the “skin material”)
from human to stone. We enforced this visual change by
repetitively touching the arm of the participant and the real
arm of the avatar with a (virtual) hammer, while progressively
replacing the sound of a hammer against skin with the sound of
a hammer against stone provided via a speaker. To study changes
in motor brain networks associated with the illusion, we applied
single-pulse transcranial magnetic stimulation (TMS) over the
primary motor cortex. Applying TMS through the scalp over the
primary motor cortex elicits action potentials in motor neurons
of the brain, which can be captured as motor evoked potentials
(MEPs) with electromyographic recordings on the corresponding
muscles (Rothwell, 1997; Wolf et al., 2005; Groppa et al., 2012).
Amplitude and latency of the MEPs are influenced by the cortical
excitability of the motor system and corticospinal tract and can
therefore be used as an index of physiological state changes in the
primary motor area (Barker et al., 1985; Rothwell et al., 1987a,b;
Bestmann, 2012; Bestmann and Krakauer, 2015; Rossini et al.,
2015; Schmidt and Brandt, 2021). Further, to investigate if the
“stone illusion” affected action execution, participants performed
a reaching task visualized in VR with the human and stone avatar,
i.e., they had to reach as fast and accurately as possible from a
resting hand position on a table to appearing spheres above the
table. Finally, we used questionnaires to assess the subjectively
reported strength of the embodiment and illusion.

We expected that the immersive, highly congruent
multisensory feedback in VR would induce strong body
ownership over the avatar across both the human and stone
conditions. In addition, we expected higher subjectively
rated “stone feeling” in the stone versus human avatar
condition, indicating the presence of a “stone arm illusion.”
We further hypothesized that the stone arm illusion or the
subjectively experienced stone feeling would be associated with
enhanced motor cortical excitability, reflecting an adaptation of
motor brain processes to the altered body image. Further, we
hypothesized that the stone arm illusion or stronger subjectively
experienced stone feeling would enforce accelerated movement
patterns and/or motor overshooting in the reaching movements,
due to an overestimation of the weight of the real arm. Finally, to
better understand the nature of the stone arm illusion, we were
further interested in exploring the relationship between the stone
feeling and embodiment components (as stronger subjectively
experienced stone feeling may hamper agency but not body
ownership), and between the reaching movements and cortical
excitability in the human and stone condition.

MATERIALS AND METHODS

Participants
We recruited 10 healthy participants [five female; age
(M ± SD) = 29.4 ± 6.5 years] from the campus of the
University of Bern, Switzerland. All participants reported to be
right-handed when asked to indicate their dominant hand and
to have normal or corrected-to-normal vision. None of them

had a psychiatric or neurological clinical history. Participants
were naïve to the hypotheses of the experiment. The study was
approved by the local ethics committee and all participants gave
written informed consent.

Experimental Setup
Material
An overview of the experimental setup can be seen in Figure 1.
A head-mounted display (HTC Vive, HTC, Taiwan and Valve,
United States), two trackers, and one controller (HTC Vive,
Taiwan and Valve, United States) were employed in the VR
setup. Two trackers were attached on the right upper arm and
wrist of the participant with Velcro R© straps to record the motion
kinematic data and visually animate the avatar in the VE. The
controller was operated by the experimenter to animate a virtual
hammer. The kinematic data of the trackers were continuously
collected at a sampling rate of ∼50 Hz in the Unity game
engine and stored for offline analysis (version 2018.3.0f2; Unity
Technologies, United States).

A 4-button response box (The Black Box ToolKit Ltd.,
United Kingdom) placed on a table was used by the participants
to answer the questionnaires in VR. A loudspeaker located on the
right side of the same table provided the auditory feedback. The
data obtained via response box were collected in the Unity game
engine and stored for offline analysis.

A Magstim 200 Mono Pulse stimulator (Magstim Ltd.,
United Kingdom) and a figure-of-eight coil were used to apply
TMS pulses through the scalp of the head of the participant
over the primary motor area (Figure 1A). A TMS navigation
system (Localite GmbH, Germany) was employed for the co-
registration of the position and orientation of the coil with the
head of the participant. Electromyographic recordings in the
shape of MEPs elicited by the TMS pulses were obtained using the
Dantec Keypoint G4 Workstation (Natus Medical Incorporated,
United States) from the right hand of the participant in a belly-
tendon montage by means of Ag/AgCl surface tab electrodes
with a diameter of 5 mm (Medtronic Ltd., United Kingdom).
The active electrode was placed over the belly of the first
dorsal interosseous (FDI) muscle, the reference electrode over
the proximal interphalangeal joint of the index finger (tendon),
and the ground electrode over the abductor digiti minimi
(Figure 1B). The electromyographic raw signal was amplified,
recorded with a sampling rate of 48 kHz, and stored for
offline analysis using Keypoint.Net Software (version 2.31; Natus
Medical Incorporated, United States).

Virtual Environment and Avatar
The virtual environment was built in Unity game engine (version
2018.3.0f2; Unity Technologies, United States) and consisted of a
virtual living room. A male and a female avatar were designed in
MakeHuman (open source software version 1.1.1)1. Participants
saw the gender-matched avatar from a first-person perspective
sitting on a chair in front of a table, i.e., they could see the
upper body (arms, shoulder) and parts of the legs of the avatar
(Figures 1C,D). The right arm of the avatar was animated using

1http://www.makehumancommunity.org

Frontiers in Human Neuroscience | www.frontiersin.org 4 February 2022 | Volume 15 | Article 787487

http://www.makehumancommunity.org
https://www.frontiersin.org/journals/human-neuroscience
https://www.frontiersin.org/
https://www.frontiersin.org/journals/human-neuroscience#articles


fnhum-15-787487 February 3, 2022 Time: 15:17 # 5

Buetler et al. Virtual Self-Perception and Motor Processing

FIGURE 1 | Experimental setup and virtual environment. (A) Participant wearing the head-mounted display (HMD) and receiving transcranial magnetic simulation
(TMS) over the primary motor cortex. (B) Electromyographic recordings in the shape of MEPs elicited by the TMS pulses were obtained from the first dorsal
interosseous (FDI) muscle of the right hand of the participant placed on an armrest and with the tracker around wrist and upper arm. (C) The first-person perspective
point of view of the participant in the VR during the multisensory feedback in the human and (D) stone condition. (E) The first-person perspective of the participant
during the questionnaires, and (F) the motor task.

Frontiers in Human Neuroscience | www.frontiersin.org 5 February 2022 | Volume 15 | Article 787487

https://www.frontiersin.org/journals/human-neuroscience
https://www.frontiersin.org/
https://www.frontiersin.org/journals/human-neuroscience#articles


fnhum-15-787487 February 3, 2022 Time: 15:17 # 6

Buetler et al. Virtual Self-Perception and Motor Processing

the position of the trackers of HTC Vive placed on the right
upper arm and wrist of participants. The left arm of the avatar
was rendered to be located under the virtual table (i.e., the left
hand of the avatar was neither animated nor visible in VR).
A controller operated by the experimenter was employed to
animate a virtual hammer.

Experimental Procedure
The whole experiment was completed in a single session with
a total duration of approximately 60–70 min. Participants were
seated comfortably at a table with their right hand placed on a
soft armrest in a predefined position in front of them, matching
the hand of the avatar on the virtual table in VR.

The experiment consisted of five phases, i.e., a baseline
phase (phase 0) and four experimental phases (phases 1–4;
Figure 2A). Task instructions were presented outside VR before
the start of the experiment. The baseline phase was performed
outside VR to assess the motor hotspot for the TMS application
on the head of the participant [see section “Motor Hotspot
Definition (Phase 0)”]. Then, participants were immersed in
VR with their right hand placed on the armrest and the left
hand on the response box (to fill in the questionnaires). Before
starting the experiment, participants could visually explore the
virtual environment. In each experimental phase, participants
performed three measurement blocks, i.e., a questionnaire block
[see section “Questionnaire Blocks (Phases 1–4)”], an MEP
evaluation block [see section “Motor Evoked Potential Evaluation
Blocks (Phases 1–4)”], and a motor task block [see section
“Motor Task Blocks (Phases 1–4)”], while continuously being
immersed in VR. The phases or blocks were manually initiated
by the experimenter. Phases 1 and 4 were performed with
the avatar animated with human skin while phases 2 and
3 were performed with the avatar animated with a stone
surface (Figure 2B).

The first experimental phase performed with a human-
skinned avatar (i.e., first human avatar condition) started with
the questionnaire block (QT1). Then, participants underwent
the first MEP evaluation block (MEP1) and finished with a
motor task block (MT1). After phase 1, participants received
the multisensory feedback for approximately 50 s during which
we induced the “stone arm illusion” [see section “Experimental
Conditions (Phases 1–4)”]. After the skin transformation was
finished, phases 2 and 3 (i.e., first and second stone arm
conditions) started with alternating multisensory feedback
and measurement blocks. First, participants answered the
questionnaires (QT2), followed by the MEP evaluation (MEP2),
another questionnaire (QT3), and a motor task block (MT2).
Then, participants received another MEP evaluation block
(MEP3), followed by a motor task block (MT3). Between each
experimental block in phases 2 and 3, participants received
multisensory feedback for 15 s, i.e., they felt/saw a hammer
touching their real/the arm of the avatar triggering a stone sound
from the speaker. The order of phases 2 and 3 was selected
to prioritize the TMS evaluation and questionnaire ratings over
the motor task, in case the reaching movements would break
the illusion. After phases 2 and 3, we transformed the avatar
back to a human skin surface by applying the multisensory

feedback for around 50 s [see section “Experimental Conditions
(Phases 1–4)”]. Finally, the fourth phase started (i.e., second
human avatar condition), where participants first received the
MEP evaluation (MEP4), then performed the motor task (MT4)
and finished by filling in the questionnaires (QT4) for the last
time. Finally, participants were taken out of the immersive VR
and debriefed about the study aim.

Motor Hotspot Definition (Phase 0)
Before the experimental phases in the VR environment, we
determined the location of the “motor hotspot,” i.e., the
stimulation site on the head of the participant reliably producing
high amplitude TMS-induced MEPs recorded from the FDI
muscle of the right hand of the participant. Participants were
asked to relax the muscles in arm and hand. Complete muscle
relaxation was monitored via audiovisual feedback. Then, single-
pulse TMS was applied by a blinded experimenter (i.e., naïve
to the experimental conditions) over the primary motor cortex.
Stimulation intensity started at 10% and was slowly increased
in increments of 2–5%. The region over the skull where the
stimulation induced reliable MEPs of the first dorsal interosseous
muscle activation across 10 consecutive trials was defined as
the “motor hotspot.” Mean stimulation intensity across all
participants was 49% (SD = 6.5; range 40–57%). The coil position
of the hotspot was marked directly on the scalp to ensure accurate
coil repositioning. Since efficiency (i.e., the stimulus intensity
required to bring corticospinal neurons to firing threshold)
and type (i.e., direct axonal versus indirect trans-synaptic) of
TMS stimulation are highly influenced by the orientation of
the neural element within the induced electric field (Bonato
et al., 2006; Thut et al., 2011), we co-registered the M1 hotspot
location on the participants head with the TMS coil using a
neuronavigation system (Localite GmbH, Germany). The whole
baseline procedure took around 10–15 min.

Experimental Conditions (Phases 1–4)
The two experimental conditions represent the embodiment of a
human arm/hand avatar and a stone avatar, respectively, which
we modulated using congruent multisensory feedback. After
the experimental phase 1 (resp., after phase 3), we induced a
“stone arm illusion” (resp. “human arm illusion”) by gradually
transforming the surface of the avatar (i.e., the “skin material”)
from human to stone (resp., from stone to human; Figure 2B).
We enforced this visual change by gently and repetitively
touching at ∼1 Hz the real forearm of the participant with an
HTC Vive controller while touching the forearm of the avatar
in the VR with a virtual hammer animated using the position
and orientation of the controller. We progressively replaced the
sound of a hammer against skin displayed from the loudspeaker
on the table with the sound of a hammer against stone (resp.,
vice versa; see “Supplementary Material” for an exemplar video).
The stone hitting sound was generated by recording the sound
of a real hammer hitting a real stone. The human skin hitting
sound was generated by recording the sound of a real hammer
hitting a real arm. Of note, the tactile feedback (i.e., the touch
with the controller on the forearm of the participant) did not
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FIGURE 2 | Experimental procedure. (A) Experimental protocol, and (B) exemplar overview of the virtual environment, including the female version of the avatar with
animated human surface (left), mixed surface during the transformation (middle), and stone surface (right).

change across transformation. The transformation lasted for
approximately 50 s.

Questionnaire Blocks (Phases 1–4)
Participants filled in two questionnaires to assess the subjectively
reported embodiment and the perceptual correlates of the stone
arm illusion (i.e., stone feeling). Questionnaires were presented
in VR to keep them standardized and to facilitate immersion and
answered by the participants with the left hand on the response
box (Figure 1E).

The stone feeling questionnaire consisted of four items on a 7-
point Likert scale, indicating how cold/hot, light/heavy, soft/stiff,
and sensitive/insensitive participants rated their right arm (see
Table 1). The questionnaire was adapted from the study by
Senna et al. (2014). The embodiment questionnaire consisted of
eight items adapted from established questionnaires (Longo et al.,
2008; Bassolino et al., 2018) that were rated on a 7-point Likert
scale from−3 (strongly disagree) to 3 (strongly agree). The three
main components of embodiment (body ownership, agency, and
location) and disownership were assessed. In addition, control
items unrelated to the body illusion were included to validate the
specificity of potential illusion effects (Table 2). Participants took
around 1–3 min to fill in the questionnaires.

Motor Evoked Potential Evaluation Blocks (Phases
1–4)
During the MEP evaluation blocks, participants received single-
pulse TMS over the left primary motor cortex, i.e., contralateral

to the electromyographic leads at the marked optimal site [i.e.,
motor hotspot, see section “Motor Hotspot Definition (Phase 0)”]
for first dorsal interosseous muscle activation of the right hand.
The consistent coil orientation across MEP blocks was verified
using a neuronavigation system (Localite GmbH, Germany).
A total of 20± 2 TMS pulses were applied, and the corresponding
MEPs recorded in each block with an inter-pulse interval of
approx. 3 s. The total duration of an MEP evaluation block
was around 2 min.

Motor Task Blocks (Phases 1–4)
Participants were asked to perform a motor task consisting of
reaching as fast and accurately as possible with their right arm
or hand placed on the armrest located on the table to vertically
appearing blue spheres (Figure 1F). The resting initial position
was indicated with a green sphere in the virtual environment.
After reaching to a blue sphere, participants were asked to bring
back their hands to the rest position (green sphere) until a next
blue sphere appeared. One block consisted of four trials/blue
spheres, i.e., two blue spheres placed 32 cm and two blue
spheres placed 36 cm above the table (i.e., 20 and 24 cm above
the resting position/armrest, respectively). The two different
reaching distances were selected to minimize the possibility of
potential movement anticipation strategies of participants. All
blue spheres were placed above the initial position of the hand
resting on the table (i.e., the vertical projection over the green
sphere). The order of the spheres was randomized to minimize
anticipation. One motor task block lasted for around 1 min.
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TABLE 1 | Stone feeling questionnaire.

Item Dimension “My right arm feels”

−3 −2 −1 0 1 2 3

I1 Coldness very cold very hot

I2 Heaviness very light very heavy

I3 Stiffness very soft very stiff

I4 Insensitivity very sensitive very insensitive

Adapted from Senna et al. (2014).

TABLE 2 | Embodiment questionnaire.

Items

Body ownership

Q1 It seemed like the virtual arm was my arm

Q2 It seemed like the virtual arm was part of my body

Location

Q3 It seemed like my arm was in the location where the virtual arm was

Agency

Q4 It seemed like I was in control of the virtual arm

Disownership

Q5 It seemed like the experience on my real arm was less vivid than normal

Q6 It seemed like my real arm had disappeared

Control items

Q7 It seemed like I had more than two arms

Q8 It seemed as if my real arm was becoming virtual

Q1–4, Q6–8 (Longo et al., 2008); Q5 (Bassolino et al., 2018).

Metrics and Data Processing
Stone Feeling
To quantify the subjectively experienced stone feeling, the mean
of the coldness (of note, this item was reversed for the analyses,
so that positive values reflect coldness), heaviness, stiffness, and
insensitivity item ratings for the human and stone condition were
calculated for each participant.

Embodiment
To quantify the subjectively experienced level of embodiment
over the avatar, the mean of the body ownership (Q1–Q2), agency
(Q4), location (Q3), disownership (Q5–Q6), and control items
(Q7–Q8) were calculated for each participant and condition
(i.e., human, stone).

Cortical Excitability
Cortical excitability was quantified using the peak-to-peak
amplitude from the TMS-induced MEPs (Di Lazzaro and
Rothwell, 2014; Schulz et al., 2014; Bestmann and Krakauer, 2015;
Rossini et al., 2015; Smith et al., 2019; Ammann et al., 2020).
The peak-to-peak MEP amplitude (mV) was calculated as the
voltage difference between the maximum positive and maximum
negative peak in the electromyographic potential occurring 15–
80 ms after TMS pulse onset and averaged across participants and
conditions (i.e., human and stone).

Kinematic Variables
Due to the uneven sampling rate in Unity (∼50 Hz), data were
linearly interpolated every 15 ms (= 66.67 Hz). We calculated
the maximum speed (m/s), the time to the maximum speed
(s), the maximum acceleration (m/s2), and path length (m) of
the reaching movements. We selected these kinematic variables
based on previously used ones in literature to quantify motor
performance (Shishov et al., 2017; Basalp et al., 2021). Since we
expected that the real sensory feedback during the motor task
may break the stone illusion (i.e., due to visuo-motor or visuo-
proprioceptive synchrony), we calculated the kinematic variables
for both, the first 150 ms after movement onset (a period in
which the cerebellum is assumed to not have received updated
sensory feedback; Miall et al. (2007); and therefore, reflecting
feedforward kinematics associated with movement initiation)
and from movement onset until the visual outer border of the
sphere was crossed (defined by a collider in Unity). Further, the
time (s) from movement onset until the visual outer boarder
of the sphere was reached (defined by a collider in Unity) was
computed. Finally, motor overshooting (m) was quantified by
calculating the highest point reached by the center of the hand
in the upward movement after movement onset minus the height
of the center of the blue sphere. Movement onset was defined
as the time point when 2% of the maximum velocity after the
presentation of the sphere was reached. Each kinematic variable
was averaged per participant and condition (i.e., human, stone).

Data Analysis
The data of both human arm (phases 1 and 4) and stone arm
(phases 2 and 3) conditions were averaged for each participant to
account for the time factor, which may be associated with intra-
subject habituation or fatigue effects across experimental phases.

To investigate whether the stone feeling and the embodiment
questionnaires, MEP amplitudes, and the kinematic variables
differentiated between the human and stone condition,
parametric (paired t-tests) and non-parametric (Wilcoxon
Signed-Rank tests) pairwise comparisons were performed
when applicable.

Further, Pearson product-moment or Spearman’s rank
correlation analyses (depending on the statistical distribution of
the datasets) were conducted to study the relationship between
(1) stone feeling items and MEP amplitudes, (2) stone feeling
items and kinematic variables, (3) stone feeling items and
embodiment components, and (4) kinematic variables and MEP
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TABLE 3 | Descriptive statistics and results of the pairwise comparisons.

Variables Human condition Stone condition t/z p value

Stone illusion

Coldness 0.0 (1.08) 0.75 (1.12) 2.5 (t) 0.02*

Heaviness 0 (−1 to 0) 1 (0–1) 2.10 (z) 0.036*

Stiffness −0.1 (1.12) 0.75 (1.37) 2.99 (t) 0.016*

Insensitivity 0 (−0.25 to 0) 0 (0–1) −2.44 (z) 0.02*

Embodiment

Body ownership 4.78 (1.16) 4.35 (1.42) −1.56 (t) 0.22

Agency 6 (5–6.25) 5.5 (5–7) −1.26 (z) 0.26

Location 5.9 (0.94) 5.4 (1.53) −1.81 (t) 0.22

Disembodiment 3.48 (1.78) 3.85 (1.16) 1.58 (t) 0.22

Control 3.38 (0.72) 3.2 (0.8) −0.82 (t) 0.42

Cortical excitability

MEP Amplitude (mV ) 0.95 (0.81–1.82) 1.03 (0.83–1.87) −0.04 (z) 0.49

Feedforward kinematics (movement initiation)

Max speed (m/s) 1.14 (0.44) 1.3 (0.44) −1.53 (t) 0.14

Time to max speed (s) 0.12 (0.11–0.14) 0.14 (0.13–0.14) −2.28 (z) 0.048*

Max acceleration (m/s2) 12.93 (6.83) 14.31 (7.11) −1.18 (t) 0.16

Path length (m) 0.1 (0.04) 0.11 (0.04) −0.76 (t) 0.23

Movement until sphere

Max speed (m/s) 1.11 (0.98–1.78) 1.17 (1–1.97) −2.82 (z) 0.09

Time to max speed (s) 0.15 (0.14–0.19) 0.15 (0.14–0.17) −0.20 (z) 0.84

Max acceleration (m/s2) 11.25 (8.2–20.34) 11.55 (8.55–21.38) −1.01 (z) 0.62

Path length (m) 0.19 (0.05) 0.2 (0.07) −0.46 (t) 0.84

Motor overshooting

Height above sphere (m) 0.05 (0.01) 0.05 (0.02) 0.40 (t) 0.48

Mean (standard deviation) or median (25% quantile–75% quantile) range are reported.
*Indicates significance at the 0.05 level.

amplitudes. Correlation analyses were performed separately for
the human and stone condition.

Assumptions for parametric testing were checked using
normality tests (Kolmogorov–Smirnov, p > 0.05). Outlier trials
(more than ± 2.5 SDs from the mean of the participant) were
excluded from the analyses. All p values were corrected
for multiple hypothesis testing using Tukey–Kramer
and Bonferroni–Holm, respectively (between conditions
comparisons) and the Benjamini-Hochberg false discovery rate
(correlation analyses). Statistical analyses were performed with
R v. 4.1.1 and the significance threshold was set at α < 0.05. If
not otherwise stated, two-sided hypothesis testing was applied
(and we indicate one-sided testing in the case there was a clear
directed a priori hypothesis).

RESULTS

A summary of the results with the statistics is represented in
Table 3.

Between Conditions Differences
Stone Illusion
Pairwise comparisons showed significant (one-sided) stone
illusion effects. Subjects rated their right arm to be colder,

heavier, stiffer, and more insensitive in the stone versus human
condition (Figure 3A).

Embodiment
Pairwise comparisons did not show significant differences in
the subjectively reported embodiment components (i.e., body
ownership, agency, and location), disembodiment, and control
items between the human and stone condition (Figure 3B).

Cortical Excitability
The pairwise comparison did not reveal a significant (one-sided)
modulation of the MEP amplitude between the human and stone
condition (Figure 3C).

Kinematic Variables
We found a significant (one-sided) effect of the illusion on the
time until the maximum speed in the feedforward kinematics,
which was higher in the stone than in the human condition
(Figure 3D). None of the other kinematic variables showed
significant differences between the human versus stone avatar
condition in the pairwise comparisons.

Correlation Analyses
Stone Feeling and Motor Evoked Potentials
Correlation analyses revealed a significant relationship between
the subjectively reported stone feeling with the MEP amplitude
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FIGURE 3 | Between conditions differences. (A) Rated stone feeling, (B) subjectively experienced embodiment, (C) cortical excitability assessed via motor evoked
potential (MEP) amplitudes, and (D) time to the maximum speed in the feedforward kinematics reflecting movement initiation across phases. H1, first human
condition; S1, first stone condition; S2, second stone condition; H2, second human condition. Bar plots: Error bars represent standard deviation. Boxplots: Whiskers
show the data ranging 1.5 times inter-quartile range above the upper or below lower quartiles, boxed horizontal solid lines show the median and box vertical
boundaries show the inter-quartile range. ∗p < 0.05 for pairwise comparisons between human (mean H1 + H2) and stone (mean S1 + S2) condition.
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in the stone but not the human condition (Figure 4A). The
stronger the rated coldness [rs(18) = 0.44, p (one-sided) = 0.03]
and stiffness [rs(18) = 0.53, p (one-sided) = 0.02], the higher
was the cortical excitability. We further found a trend for an
association between the rated heaviness with the MEP amplitude
[rs(18) = 0.40, p (one-sided) = 0.08]. The MEP amplitudes were
not associated with the insensitivity item of the stone feeling
[rs(18) = 0.08, p (one-sided) = 0.5].

Stone Feeling and Embodiment
A significant negative correlation between the stone feeling and
agency (but not body ownership) was observed in the human and
stone conditions. In the stone condition, coldness ratings were
associated with reduced agency [rs(18) = −0.56, p = 0.02]. In
the human condition, insensitivity was associated with reduced
agency [rs(18) = −0.55, p = 0.02], while there was a trend for the
heaviness [rs(18) =−0.41, p = 0.08].

Stone Feeling and Kinematic Variables
We also found significant positive correlations between the stone
feeling items with kinematic variables in the stone but not human
condition. The higher the rated coldness [rp(18) = 0.57, p (one-
sided) = 0.02] and stiffness [rp(18) = 0.44, p (one-sided) = 0.03]
of the arm of the subject, the longer were the performed paths
within the 150 ms after movement onset in the stone condition
(Figure 4B). Further, the coldness item was associated with
longer paths in the movements until the sphere in the stone
condition [rp(18) = 0.55, p = 0.04; Figure 4C].

Kinematic Variables and Motor Evoked Potentials
Finally, we found a significant correlation between the
feedforward kinematics (i.e., within the 150 ms after movement
onset) and MEP amplitudes in the stone but not the human
condition. The higher the cortical excitability, the longer were
the performed paths [rs(18) = 0.72, p = 0.03; Figure 4D]. For the
movements until the sphere, we found significant associations
between the kinematics and the MEP amplitude for the stone
condition. More precisely, higher cortical excitability was
associated with longer paths [rs(18) = 0.51, p = 0.03] and higher
maximum acceleration [rs(18) = 0.48, p = 0.03]. Further, we
found a trend for an association between the motor overshooting
and the MEP amplitudes in the stone condition [rs(18) = 0.43,
p = 0.06].

No further correlation analyses reached significance.
A summary of the correlation analyses is represented in Table 4.

DISCUSSION

We “tricked the brain” using immersive VR to investigate
if multisensory feedback modulating the physical properties
of an embodied avatar influences motor brain networks and
control. Ten healthy participants were immersed in a virtual
environment using an HMD, where they saw an avatar from
first-person perspective. We slowly transformed the visual
appearance of the human-skinned avatar to an avatar with
a stone surface. To enforce the “stone arm illusion,” we
simultaneously applied auditory and tactile feedback during the

visual transformation, i.e., participants saw and felt a (virtual)
hammer touching their real arm or the arm of the avatar,
triggering a progressively changing human to stone hitting
sound from a loudspeaker. Participants filled in questionnaires
to report their level of embodiment and experienced stone
feeling, had single-pulse TMS applied over the primary motor
cortex, and performed an arm reaching task to study how the
“stone arm illusion” affected motor cortical excitability and
action execution.

The Strength of Subjectively Experienced
“Stone Arm Illusion” Is Associated With
Enhanced Motor Cortical Excitability
In line with our expectation, our participants indeed experienced
the “stone arm illusion.” They rated their arm as colder,
heavier, stiffer, and more insensitive when we enforced illusionary
ownership over a stone versus human avatar using multisensory
feedback in immersive VR. The adaptation of the participants
to the stone illusion is further visible in the aftereffects found
after the transformation back to the human avatar. Participants
rated their own arm as less heavy, stiff, and insensitive after
the illusion compared with the baseline (i.e., first human block).
The stone illusion is a result of both the relatively enhanced
stone feeling during the immersion with the stone compared
with the human avatar and the relatively lowered stone ratings
below baseline after the transformation back to the human avatar.
Importantly, the stone illusion did not impact the experienced
level of embodiment. Participants reported high body ownership
and agency over the avatar, independently of the condition. Our
results are in line with a vast amount of research that used
multisensory feedback with (Slater, 2008; Perez-Marcos et al.,
2009; Kilteni et al., 2012b, 2016; Pyasik et al., 2020; Tambone
et al., 2021) and without immersive VR (Botvinick and Cohen,
1998; Ehrsson, 2004; Petkova and Ehrsson, 2008; van der Hoort
et al., 2011; Burin et al., 2017) to induce various body illusions.
These findings established the view that body perceptions are
continuously updated in the brain in response to sensory signals
related to the body (Blanke, 2012; Tsakiris, 2017). A certain
flexibility of the brain regarding body perception is indeed crucial
to maintain a stable body image despite that body characteristics
constantly change in response to external influences such as light,
temperature, and posture.

We further showed that the strength of the reported stone
feeling was associated with enhanced cortical excitability, i.e.,
with an increased amplitude of the TMS-induced motor evoked
potentials in the stone but not human avatar condition. More
precisely, the subjectively rated coldness and stiffness of the
own arms of the participants in the stone condition were
associated with enhanced motor excitability, while we found a
tendency for the rated heaviness to be associated with the MEP
amplitudes. This finding may indicate that participants physically
mirrored the embodied body characteristics of the stone avatar.
Participants may have enhanced the muscle tension or activity
in their own arm, (unconsciously) mimicking the stiffness of the
stone avatar with increasing illusion strength. Cortical excitability
is generally thought to reflect the responsiveness of the brain to
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FIGURE 4 | Results of the correlation analyses for the human (in lighter blue/circles) and stone (in darker blue/diamonds) condition. (A) Stone illusion strength and
MEP amplitude reflecting cortical excitability. (B) Stone illusion strength and feedforward (FF) path length reflecting the average speed in the movement initiation.
(C) Stone illusion strength and path length for the movement until the sphere. (D) Average speed in the feedforward kinematics and cortical excitability. Of note, due
to few very similar values across human and stone conditions, the number of individually visible plots (i.e., circles and diamonds) may be lower than the number of
measurement points (i.e., 20). ∗p < 0.05.
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TABLE 4 | Significant correlations (p < 0.05) between measures for human (H) and stone (S) condition.

Variables Cortical excitability Stone feeling

MEP amplitude (mV) Coldness Heaviness Stiffness Insensitivity

Cortical excitability MEP amplitude (mV ) − S+ S+

Embodiment Body ownership −

Agency − S− H−

Feedforward kinematics (movement initiation) Max. speed (m/s)

Time to max. speed (s)

Max. acceleration (m/s2)

Path length (m) S+ S+ S+

Movement until sphere Max. speed (m/s)

Time to max. speed (s)

Max. acceleration (m/s2) S+

Path length (m) S+ S+

Overshooting Height above sphere (m)

The plus and minus signs indicate if the correlation is positive or negative.

exogenous and/or endogenous signals (Rosanova et al., 2011). In
the case of the primary motor cortex, excitability is linked with
a decreased motor threshold and modulated, for example, during
action preparation and/or execution (Starr et al., 1988; Bestmann,
2012; Bestmann and Krakauer, 2015). In line with our conclusion,
previous studies have shown that muscle contractions enhance
primary motor cortical excitability (Arányi et al., 1998; Yahagi
et al., 2003; Perez and Cohen, 2008; Perez et al., 2012). However,
since our experimental setup was already crowded, we did
not add electromyographic recordings during the experiment
to objectivate our conclusion on the enhanced muscle tone.
Alternatively, the embodied “stone feeling” may have increased
the perceived difficulty to control the arm, as task difficulty has
previously also been shown to enhance motor cortical excitability
(Pearce and Kidgell, 2009; Watanabe et al., 2018).

Importantly, the subjectively experienced illusion strength
was only correlated with the MEP amplitude in the stone but
not the human avatar condition. The stone avatar condition
was further temporally embedded between the human avatar
condition, minimizing the possibility that the neurophysiological
effects were impacted by confounding factors related to the
duration of the experiment, such as room temperature or
fatigue (which could be equally expected for the human and
stone condition). Since the average cortical excitability did not
differentiate between human and stone condition (i.e., in the
between conditions analyses), our findings suggests that the
MEP amplitudes are crucially modulated during the presence
of the stone illusion depending on the subjectively experienced
illusion strength.

In line with this conclusion, we found a negative association
between subjectively reported stone feeling, namely, the rated
coldness, with reported agency, indicating that participants
were feeling less in control over their arm, the stronger they
experienced the stone illusion. Importantly, the “stone feeling”
did not affect the experienced level of body ownership over the
avatar. The correlation between the reported stone feeling with
the reported embodiment was only present for agency, but not

for body ownership and location – the two other embodiment
components (Kilteni et al., 2012a). Therefore, the strength of
the stone illusion impacted how well participants think they
can control their arm, but they kept experiencing the virtual
stone arm as their own arm. However, analyses showed a similar
pattern for the human avatar condition. Agency (but not body
ownership) was also negatively associated with the reported stone
feeling in the human avatar condition. Therefore, carry-over
effects may have influenced the results, i.e., stone feeling may
have persisted in the human condition, hampering the feeling
of agency when immersed with the human avatar. Alternatively,
other inter-subject variables, such as fatigue or body temperature,
which could have also been captured with the questionnaire, may
contribute to the reduced reported agency.

To the best of our knowledge, we are the first to show
modulated motor brain processing associated with altered
body perceptions using immersive VR. Our findings on
neurophysiological effects extend previous studies reporting,
for example, affective (Tajadura-Jiménez et al., 2015a), (social)
cognitive (D’Angelo et al., 2019; Burin and Kawashima, 2021;
Clausen et al., 2021; Tambone et al., 2021), and motor (Kilteni
et al., 2013; Tajadura-Jiménez et al., 2015a, 2016) effects
of body illusions.

Interestingly, the found enhancement in excitability associated
with the strength of the illusionary self-perception suggests a
more “complete” body illusion using immersive VR compared
with classical paradigms, notably, the rubber hand illusion. Non-
invasive brain stimulation studies showed that the activity in
motor (della Gatta et al., 2016; Fossataro et al., 2018) and
somatosensory (Zeller et al., 2015; Hornburger et al., 2019;
Isayama et al., 2019) brain areas was attenuated during the
experience of illusionary ownership over a rubber hand (i.e.,
during the synchronous but not asynchronous multisensory
stimulation). These findings have previously been discussed as an
indication for the disembodiment of the real hand necessary to
embody a rubber hand (for a review see Golaszewski et al., 2021).
The use of immersive VR with highly congruent visuo-motor

Frontiers in Human Neuroscience | www.frontiersin.org 13 February 2022 | Volume 15 | Article 787487

https://www.frontiersin.org/journals/human-neuroscience
https://www.frontiersin.org/
https://www.frontiersin.org/journals/human-neuroscience#articles


fnhum-15-787487 February 3, 2022 Time: 15:17 # 14

Buetler et al. Virtual Self-Perception and Motor Processing

and proprioceptive feedback –compared with the rubber hand
illusion, no proprioceptive mismatch is present– may allow to
induce highly realistic illusions, without the necessity for the
user/brain to disembody the own limbs. As a consequence, the
highly realistic visuo-proprioceptive synchrony experienced in
immersive VR illusions may influence brain networks similarly
as could be expected from modifying real body characteristics
(Tajadura-Jiménez et al., 2016).

Together, immersive VR may be an especially powerful tool to
realistically modify the perception of the bodily self and influence
associated brain networks. Our results show that participants
embodied the stone avatar in immersive VR and that the
reported illusion strength was associated with the motor cortical
excitability, indicative of a physical mirroring of the embodied
body characteristics of the stone arm.

The “Stone Arm Illusion” Influences
Movement Initiation in a Reaching Task
We further predicted that the modulated body perception
associated with the stone arm illusion using immersive VR
would impact motor actions, as body characteristics such as
shape and weight critically influence interactions with the
environment (Head and Holmes, 1911; Maravita and Iriki, 2004).
Our participants performed a simple goal-oriented motor task
visualized in the virtual environment, i.e., they had to reach as
fast and accurately as possible with their hand from a resting
position to vertically appearing spheres. Since we expected that
the reaching movement may break the illusion, in addition to
the whole movement until the sphere, we analyzed feedforward
kinematics within 150 ms after movement onset, in which
the cerebellum would not have received updated sensory (e.g.,
proprioceptive) feedback (Miall et al., 2007).

We found that participants in the stone condition were
marginally slower in reaching the maximum speed within the
first 150 ms of the movement than when they were in the
human condition. Since the maximum speed/path length in
the feedforward movement did not differ across conditions,
this result indicates an, on average, slightly slower movement
initiation when the motor task was performed with the stone
versus human avatar. This finding is contrary to what we
expected. We predicted that, if the stone illusion worked,
participants would overestimate the weight of their real arm,
as reflected in enhanced acceleration patterns and motor
overshooting, similar to lifting an empty bottle of water that is
expected to be full.

However, our correlation analyses suggest that the movement
initiation may critically depend on the subjectively experienced
illusion strength. The reported stone feeling, namely, the
experienced coldness and stiffness, was associated with longer
paths within the first 150 ms after movement onset, indicating
on average faster movements (average speed defined as the path
length over the 150 ms time window). Therefore, participants
with stronger illusion effects may have not only stronger
physically mirrored (see section “The Strength of Subjectively
Experienced ‘Stone Arm Illusion’ Is Associated With Enhanced
Motor Cortical Excitability”) but also compensated for the
embodied body characteristics of the stone avatar. Stronger

experienced illusions might have led participants to put more
physical engagement into the task to compensate for the
additional (illusionary) weight of the stone arm, resulting in
faster feedforward movements or initiations than participants
with weaker experienced illusions. In contrast, weak illusion
effects during the stone avatar condition could have hampered
movement initiation. Participants with relatively weak illusion
effects likely experienced an enhanced sensory mismatch in
the stone condition than participants with stronger illusion
effects. Incongruency of information in virtual environments
has previously shown to hamper reaction times and motor
performance, independently of the experienced body ownership
over the avatar (Odermatt et al., 2021). The facilitated
versus hampered feedforward movement depending on the
illusion strength could explain why, across the whole group,
marginal overall slowed movement initiations were found in
the stone versus human avatar condition. Apart from this
marginal effect on the movement initiation, the kinematic
variables were not influenced by the human versus stone
conditions when considering the whole group, suggesting that
the physical compensation reflected in the movement initiation
may be critically modulated by the subjectively experienced
illusion strength.

Our conclusion on a physical compensation of the embodied
stone characteristics in the motor task may be further supported
by the association between the cortical excitability with faster
movement initiation in the stone, but not human condition. The
higher the cortical excitability associated with the subjectively
reported stiffness and coldness, the faster were the reaching
movements 150 ms after movement onset on average (namely,
reflected in longer performed paths). It is possible that
the previously discussed potential physical mirroring and/or
compensation of the embodied body characteristics of the
stone avatar “chronically” activated and increased the cortical
excitability in motor brain areas, boosting movement initiation.
Previous research has shown that the motor cortical excitability
is correlated with the force (Baud-Bovy et al., 2008; Perez and
Cohen, 2009; Barthélemy et al., 2012) and speed of performed
movements (Uehara et al., 2011). However, it needs to be
pointed out that the assessment of the cortical excitability was
temporally separated from the motor task. Even though literature
points toward short-term influences of motor actions on cortical
excitability within the range of milliseconds to seconds (Chen
et al., 1998; Chen and Hallett, 1999), the exact time course of
corticospinal excitability is yet poorly understood.

Our results suggest stronger illusion effects on feedforward
kinematics than on the “whole” movement, contrasting previous
studies reporting relatively long-lasting motor effects. However,
in these studies, the motor task was part of the multisensory
feedback to induce the illusion. Tajadura-Jiménez et al. (2012,
2015b, 2016), for example, instructed blindfolded participants to
tap with their hand on a surface, eliciting sound implying a longer
arm (e.g., the provision of lighter sound to simulate increased
distance). The authors showed that the illusion of having a
longer arm slowed and prolonged the real arm movements
of participants. The same authors also found alternated gait
patterns when participants had the illusion of owning a lighter
versus heavier body modulated with different sounds provided
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with each footstep (Tajadura-Jiménez et al., 2015a). In both
studies, the movements were directly coupled with the real-time
auditory feedback modulating the body characteristics. Kilteni
et al. (2013), in one of the few studies that used immersive VR
to create illusions, showed that participants who embodied dark-
skinned avatars exhibited more variable and faster drumming
movements compared with embodied light-skinned avatars.
Even though, here, no additional sensory enforcement was
induced during the motor task, participants were continuously
performing the movements. Conversely, in our experiment, the
reaching movements were performed between resting periods
without the audio-tactile feedback used to enforce the stone arm
illusion. Therefore, the (sudden) proprioceptive feedback linked
with the movement in the motor task may have more likely
disrupted or lowered the illusion effects compared with the setups
used in previous studies.

Together, we replicate and extend previous findings with
our “stone arm illusion.” We show that a modulated self-
perception using multisensory feedback in immersive VR
impacts motor control, and may crucially depend on the
subjectively experienced illusion strength. Participants with
higher reported illusion strength performed, on average, faster
reaching movements, indicating that they may have physically
compensated for the embodied body characteristics of the stone
avatar. In contrast, the incongruent multisensory information
associated with weaker experienced illusion effects may have
hampered movement initiation.

Clinical Implications
Our finding that motor brain activity can be influenced based
on a perceived modified reality may have important applications
for neurorehabilitation. The use of immersive virtual training
environments may help to subtly “trick the brain” and change the
self-perception of neurologic patients, enhancing the engagement
of motor brain networks during motor training. Besides, future
studies may investigate to what extent motor brain networks
can be activated via the mere immersion into VR environments,
without actual motor execution, especially in neurologic patients.

Further, the embodiment of avatars with different body
characteristics may offer a playful possibility to implicitly increase
the (physical) engagement during training, optimizing motor
recovery. However, our results show that the effects of body
illusions highly depend on the subjectively experienced illusion
strength, and do not necessarily follow from the experimental
manipulation of multisensory information. Our findings may
be of special relevance for clinical settings considering previous
work suggesting that the strength of body illusions in neurologic
patients depends on their motor impairment. Using the rubber
hand illusion paradigm, Burin et al. (2015) showed that
hemiplegic patients reported stronger illusion effects for their
impaired hand and weaker effects for the unimpaired hand
than healthy controls. The chronic absence of movements may
enhance the flexibility of the brain with regard to body ownership
for the paralyzed limb, while the healthy limb may be more
strictly embodied (Burin et al., 2015). Future studies are needed to
investigate how to enforce and optimize body illusions and their
behavioral and neural benefits in patients.

Study Limitations
Similar to previous studies, we did not find consistent illusion
effects across different kinematic parameters (Tajadura-Jiménez
et al., 2016). As previously highlighted by Tajadura-Jiménez et al.
(2016), the small sample size limits the findings and conclusions
of the present study. A further reason for the lack of stronger
effects found in the kinematic variables may be the experimental
setup. The soft armrest on which participants placed their
arm during the experiment was slightly sticky and, therefore,
noticeable for the participants during the motor task. This may
have reduced the immersion in VR, enhancing the attention
on the sensory feedback associated with the movement and
mitigating illusion effects. In addition, the motor task consisted
of only four trials per block (i.e., eight trials per condition) to
lower the risk of the performed movements to break the illusion,
therefore, conclusions drawn from the movement performance
should be treated with caution.

Further, the questionnaire used to assess the stone feeling
may have assessed confounds such as inter-subject variability in
physical or mental fatigue, motivation, or perceived body
temperature. This could also explain why not all stone
feeling items showed consistent effects with the experimental
manipulation. Future studies may implement additional
questionnaires or sensors (e.g., temperature, skin conductance)
to objectivate or control for inter-subject confounds.

Moreover, even though we aimed at balancing our two
conditions as much as possible to control for intra-subject
confounds, for example, related to the duration of the
experiment, some differences remained. Participants experienced
more audio-tactile feedback during the stone than human
condition, to enforce the stone arm illusion between the
measurement blocks. The tactile feedback may have increased
the awareness of the own arm, in turn, influencing motor
brain networks. For example, attention has shown to modulate
motor cortical excitability (Conte et al., 2007). Further, the
third block was the only block where the MEP evaluation was
performed directly after the motor task, and carry-over effects
could have impacted our cortical excitability results. However,
analysis excluding the third block did not significantly change
our findings. This is consistent with findings showing short-
lasting effects of movements on cortical excitability (Chen et al.,
1998; Chen and Hallett, 1999). In addition, learning effects
may confound our results despite our balanced design. Indeed,
learning effects were present in most kinematic performance
variables. For example, participants showed more accurate (as
reflected in shorter path lengths in the movements until the
sphere) and faster reaching movements at the end compared with
the beginning of the experiment. However, learning may have not
occurred linearly across blocks, and therefore, differently affected
the performance in the human condition (consisting of the first
and last experimental blocks) and the stone condition (consisting
of the two embedded experimental blocks). Averaging the blocks
of each condition might have, therefore, not fully accounted for
learning effects.

Finally, correlation analyses do not reveal the directionality of
an association. For example, it is possible that participants with
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enhanced cortical excitability were more “prone” to experience
body illusions and/or to perform faster movements. Similarly,
better performance in VR may have enforced the embodiment
of the stone avatar (Grechuta et al., 2017, 2019). Future studies
are needed to disentangle the directionality and causality of
the relationship between VR illusions effects and behavior or
neural correlates.

CONCLUSION

The goal of this study was to “trick the brain” using immersive
VR and to investigate how modulated physical properties of
an embodied avatar influence motor brain networks and action
execution. Our results show that participants indeed experienced
the “stone arm illusion.” The reported illusion strength was
associated with enhanced motor cortical excitability and faster
movements, indicating that participants may have physically
mirrored and compensated for the embodied body characteristics
of the stone avatar. Together, alternating the perception of the
own body and associated motor brain networks in a subtle
way using immersive VR may have important applications
for neurorehabilitation and boost the motor recovery of
neurologic patients.

DATA AVAILABILITY STATEMENT

The dataset presented in this study can be found online in the
following repository: doi: 10.5281/zenodo.5522866.

ETHICS STATEMENT

The studies involving human participants were reviewed and
approved by the Ethics Committee of the Canton of Bern

(KEK). The patients/participants provided their written informed
consent to participate in this study.

AUTHOR CONTRIBUTIONS

KB, JP-A, and LM-C designed the study. JP-A set up the
experiment. KB, JP-A, and DC tested all subjects. KB and
JP-A analyzed the data. ÖÖ contributed to the analysis of
kinematic data. KB and LM-C wrote the manuscript. All
authors edited and revised the manuscript and approved the
submitted version.

FUNDING

This work was supported by the Swiss National Science
Foundation through the grant PP00P2 163800, Swiss National
Center of Competence in Research (NCCR Robotics),
and UniBE ID Grant.

ACKNOWLEDGMENTS

We would like to thank all members of the Motor Learning
and Neurorehabilitation Laboratory and the Eyelab for their
kind support during this project. A special thanks goes to
our participants.

SUPPLEMENTARY MATERIAL

The Supplementary Material for this article can be found
online at: https://www.frontiersin.org/articles/10.3389/fnhum.
2021.787487/full#supplementary-material

REFERENCES
Adamovich, S. V., Merians, A. S., Boian, R., Tremaine, M., Burdea, G. S., Recce, M.,

et al. (2004). A virtual reality based exercise system for hand rehabilitation post-
stroke: transfer to function. Conf. Proc. IEEE Eng. Med. Biol. Soc. 7, 4936–4939.
doi: 10.1109/IEMBS.2004.1404364

Ammann, C., Guida, P., Caballero-Insaurriaga, J., Pineda-Pardo, J. A., Oliviero,
A., and Foffani, G. (2020). A framework to assess the impact of number of
trials on the amplitude of motor evoked potentials. Sci. Rep. 10:21422. doi:
10.1038/s41598-020-77383-6

Arányi, Z., Mathis, J., Hess, C. W., and Rösler, K. M. (1998). Task-dependent
facilitation of motor evoked potentials during dynamic and steady muscle
contractions. Muscle Nerve 21, 1309–1316.

Barker, A. T., Jalinous, R., and Freeston, I. L. (1985). Non-invasive magnetic
stimulation of human motor cortex. Lancet 325, 1106–1107. doi: 10.1016/
S0140-6736(85)92413-4

Barthélemy, D., Alain, S., Grey, M. J., Nielsen, J. B., and Bouyer, L. J. (2012). Rapid
changes in corticospinal excitability during force field adaptation of human
walking. Exper. Brain Res. 217, 99–115. doi: 10.1007/s00221-011-2977-4

Basalp, E., Wolf, P., and Marchal-Crespo, L. (2021). Haptic training: which types
facilitate (re)learning of which motor task and for whom answers by a review.
IEEE Trans. Haptics 14, 722–739. doi: 10.1109/TOH.2021.3104518

Bassolino, M., Franza, M., Bello Ruiz, J., Pinardi, M., Schmidlin, T., Stephan,
M. A., et al. (2018). Non-invasive brain stimulation of motor cortex induces

embodiment when integrated with virtual reality feedback. Eur. J. Neurosci. 47,
790–799. doi: 10.1111/ejn.13871

Baud-Bovy, G., Prattichizzo, D., and Rossi, S. (2008). Contact forces evoked by
transcranial magnetic stimulation of the motor cortex in a multi-finger grasp.
Brain Res. Bull. 75, 723–736. doi: 10.1016/j.brainresbull.2008.01.005

Bestmann, S. (2012). “Functional modulation of primary motor cortex during
action selection,” in Cortical Connectivity, eds R. Chen and J. C. Rothwell
(Berlin: Springer), 183–205. doi: 10.1007/978-3-662-45797-9_10

Bestmann, S., and Krakauer, J. W. (2015). The uses and interpretations of the
motor-evoked potential for understanding behaviour. Exper. Brain Res. 233,
679–689. doi: 10.1007/s00221-014-4183-7

Bezerra, ÍM. P., Crocetta, T. B., Massetti, T., Silva, T. D., da Guarnieri, R., de
Meira, C. M., et al. (2018). Functional performance comparison between real
and virtual tasks in older adults: a cross-sectional study. Medicine 97:e9612.
doi: 10.1097/MD.0000000000009612

Blanke, O. (2012). Multisensory brain mechanisms of bodily self-consciousness.
Nat. Rev. Neurosci. 13, 556–571. doi: 10.1038/nrn3292

Blanke, O., Slater, M., and Serino, A. (2015). Behavioral, neural, and computational
principles of bodily self-consciousness. Neuron 88, 145–166. doi: 10.1016/j.
neuron.2015.09.029

Bonato, C., Miniussi, C., and Rossini, P. M. (2006). Transcranial magnetic
stimulation and cortical evoked potentials: a TMS/EEG co-registration
study. Clin. Neurophysiol. 117, 1699–1707. doi: 10.1016/j.clinph.2006.
05.006

Frontiers in Human Neuroscience | www.frontiersin.org 16 February 2022 | Volume 15 | Article 787487

https://doi.org/10.5281/zenodo.5522866
https://www.frontiersin.org/articles/10.3389/fnhum.2021.787487/full#supplementary-material
https://www.frontiersin.org/articles/10.3389/fnhum.2021.787487/full#supplementary-material
https://doi.org/10.1109/IEMBS.2004.1404364
https://doi.org/10.1038/s41598-020-77383-6
https://doi.org/10.1038/s41598-020-77383-6
https://doi.org/10.1016/S0140-6736(85)92413-4
https://doi.org/10.1016/S0140-6736(85)92413-4
https://doi.org/10.1007/s00221-011-2977-4
https://doi.org/10.1109/TOH.2021.3104518
https://doi.org/10.1111/ejn.13871
https://doi.org/10.1016/j.brainresbull.2008.01.005
https://doi.org/10.1007/978-3-662-45797-9_10
https://doi.org/10.1007/s00221-014-4183-7
https://doi.org/10.1097/MD.0000000000009612
https://doi.org/10.1038/nrn3292
https://doi.org/10.1016/j.neuron.2015.09.029
https://doi.org/10.1016/j.neuron.2015.09.029
https://doi.org/10.1016/j.clinph.2006.05.006
https://doi.org/10.1016/j.clinph.2006.05.006
https://www.frontiersin.org/journals/human-neuroscience
https://www.frontiersin.org/
https://www.frontiersin.org/journals/human-neuroscience#articles


fnhum-15-787487 February 3, 2022 Time: 15:17 # 17

Buetler et al. Virtual Self-Perception and Motor Processing

Botvinick, M., and Cohen, J. (1998). Rubber hands ‘feel’ touch that eyes see. Nature
391, 756–756. doi: 10.1038/35784

Braun, N., Debener, S., Spychala, N., Bongartz, E., Sörös, P., Müller, H. H. O., et al.
(2018). The senses of agency and ownership: a review. Front. Psychol. 9:535.
doi: 10.3389/fpsyg.2018.00535

Burin, D., and Kawashima, R. (2021). Repeated exposure to illusory sense of
body ownership and agency over a moving virtual body improves executive
functioning and increases prefrontal cortex activity in the elderly. Front. Hum.
Neurosci. 15:674326. doi: 10.3389/fnhum.2021.674326

Burin, D., Livelli, A., Garbarini, F., Fossataro, C., Folegatti, A., Gindri, P.,
et al. (2015). Are movements necessary for the sense of body ownership?
evidence from the rubber hand illusion in pure Hemiplegic patients. PLoS One
10:e0117155. doi: 10.1371/journal.pone.0117155

Burin, D., Pyasik, M., Salatino, A., and Pia, L. (2017). That’s my hand! therefore,
that’s my willed action: how body ownership acts upon conscious awareness of
willed actions. Cognition 166, 164–173. doi: 10.1016/j.cognition.2017.05.035

Carey, M., Crucianelli, L., Preston, C., and Fotopoulou, A. (2019). The effect of
visual capture towards subjective embodiment within the full body illusion. Sci.
Rep. 9:2889. doi: 10.1038/s41598-019-39168-4

Chen, R., and Hallett, M. (1999). The time course of changes in motor cortex
excitability associated with voluntary movement. J. Can. Des Sci. Neurol. 26,
163–169. doi: 10.1017/S0317167100000196

Chen, R., Yaseen, Z., Cohen, L. G., and Hallett, M. (1998). Time course of
corticospinal excitability in reaction time and self-paced movements. Ann.
Neurol. 44, 317–325. doi: 10.1002/ana.410440306

Clausen, S., Tajadura-Jiménez, A., Janssen, C. P., and Bianchi-Berthouze, N. (2021).
Action sounds informing own body perception influence gender identity and
social cognition. Front. Hum. Neurosci. 15:688170. doi: 10.3389/fnhum.2021.
688170

Conte, A., Gilio, F., Iezzi, E., Frasca, V., Inghilleri, M., and Berardelli, A. (2007).
Attention influences the excitability of cortical motor areas in healthy humans.
Exper. Brain Res. 182, 109–117. doi: 10.1007/s00221-007-0975-3

Crea, S., D’Alonzo, M., Vitiello, N., and Cipriani, C. (2015). The rubber foot
illusion. J. Neuroeng. Rehabil. 12:77. doi: 10.1186/s12984-015-0069-6

D’Angelo, M., di Pellegrino, G., and Frassinetti, F. (2019). The illusion of having
a tall or short body differently modulates interpersonal and peripersonal space.
Behav. Brain Res. 375:112146. doi: 10.1016/j.bbr.2019.112146

David, N., Newen, A., and Vogeley, K. (2008). The “sense of agency” and its
underlying cognitive and neural mechanisms. Conscious. Cogn. 17, 523–534.
doi: 10.1016/j.concog.2008.03.004

de Mello Monteiro, C. B., Massetti, T., da Silva, T. D., van der Kamp, J., de
Abreu, L. C., Leone, C., et al. (2014). Transfer of motor learning from virtual
to natural environments in individuals with cerebral palsy. Res. Dev. Disabil.
35, 2430–2437. doi: 10.1016/j.ridd.2014.06.006

de Vignemont, F. (2010). Body schema and body image—Pros and cons.
Neuropsychologia 48, 669–680. doi: 10.1016/j.neuropsychologia.2009.09.022

della Gatta, F., Garbarini, F., Puglisi, G., Leonetti, A., Berti, A., and Borroni, P.
(2016). Decreased motor cortex excitability mirrors own hand disembodiment
during the rubber hand illusion. eLife 5:e14972. doi: 10.7554/eLife.14972

Deutsch, J. E., Merians, A. S., Adamovich, S., Poizner, H., and Burdea, G. C. (2004).
Development and application of virtual reality technology to improve hand use
and gait of individuals post-stroke. Restor. Neurol. Neurosci. 22, 371–386.

Di Lazzaro, V., and Rothwell, J. C. (2014). Corticospinal activity evoked and
modulated by non-invasive stimulation of the intact human motor cortex.
J. Physiol. 592, 4115–4128. doi: 10.1113/jphysiol.2014.274316

Dilena, A., Todd, G., Berryman, C., Rio, E., and Stanton, T. R. (2019).
What is the effect of bodily illusions on corticomotoneuronal excitability?
A systematic review. PLoS One 14:e0219754. doi: 10.1371/journal.pone.
0219754

Ehrsson, H. H. (2004). That’s My Hand! activity in premotor cortex reflects feeling
of ownership of a limb. Science 305, 875–877. doi: 10.1126/science.1097011

Feigin, V. L., Forouzanfar, M. H., Krishnamurthi, R., Mensah, G. A., Connor,
M., Bennett, D. A., et al. (2014). Global and regional burden of stroke during
1990-2010: findings from the global burden of disease study 2010. Lancet 383,
245–254. doi: 10.1016/s0140-6736(13)61953-4

Flögel, M., Kalveram, K. T., Christ, O., and Vogt, J. (2016). Application of the
rubber hand illusion paradigm: comparison between upper and lower limbs.
Psychol. Res. 80, 298–306. doi: 10.1007/s00426-015-0650-4

Fossataro, C., Bruno, V., Giurgola, S., Bolognini, N., and Garbarini, F. (2018).
Losing my hand. Body ownership attenuation after virtual lesion of the primary
motor cortex. Eur. J. Neurosci. 48, 2272–2287. doi: 10.1111/ejn.14116

Golaszewski, S., Frey, V., Thomschewski, A., Sebastianelli, L., Versace, V., Saltuari,
L., et al. (2021). Neural mechanisms underlying the Rubber Hand Illusion: a
systematic review of related neurophysiological studies. Brain Behav. 11:e02124.
doi: 10.1002/brb3.2124

Grechuta, K., Guga, J., Maffei, G., Rubio Ballester, B., and Verschure, P. F. M. J.
(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., Ulysse, L., Rubio Ballester, B., and Verschure, P. F. M. J. (2019). Self
beyond the body: action-driven and task-relevant purely distal cues modulate
performance and body ownership. Front. Hum. Neurosci. 13:91. doi: 10.3389/
fnhum.2019.00091

Groppa, S., Oliviero, A., Eisen, A., Quartarone, A., Cohen, L. G., Mall, V., et al.
(2012). A practical guide to diagnostic transcranial magnetic stimulation: report
of an IFCN committee. Clin. Neurophysiol. 123, 858–882. doi: 10.1016/j.clinph.
2012.01.010

Haans, A., IJsselsteijn, W. A., and de Kort, Y. A. W. (2008). The effect of similarities
in skin texture and hand shape on perceived ownership of a fake limb. Body
Image 5, 389–394. doi: 10.1016/j.bodyim.2008.04.003

Head, H., and Holmes, G. (1911). Sensory disturbances from cerebral lesions. Brain
34, 102–254. doi: 10.1093/brain/34.2-3.102

Holmes, N. P., and Spence, C. (2004). The body schema and multisensory
representation(s) of peripersonal space. Cogn. Process. 5, 94–105. doi: 10.1007/
s10339-004-0013-3

Hornburger, H., Nguemeni, C., Odorfer, T., and Zeller, D. (2019). Modulation
of the rubber hand illusion by transcranial direct current stimulation over
the contralateral somatosensory cortex. Neuropsychologia 131, 353–359. doi:
10.1016/j.neuropsychologia.2019.05.008

Isayama, R., Vesia, M., Jegatheeswaran, G., Elahi, B., Gunraj, C. A., Cardinali, L.,
et al. (2019). Rubber hand illusion modulates the influences of somatosensory
and parietal inputs to the motor cortex. J. Neurophysiol. 121, 563–573. doi:
10.1152/jn.00345.2018

Jang, S. H., You, S. H., Hallett, M., Cho, Y. W., Park, C.-M., Cho, S.-H., et al. (2005).
Cortical reorganization and associated functional motor recovery after virtual
reality in patients with chronic stroke: an experimenter-blind preliminary study.
Archiv. Phys. Med. Rehabil. 86, 2218–2223. doi: 10.1016/j.apmr.2005.04.015

Jeong, H., and Kim, J. (2021). Development of a guidance system for motor imagery
enhancement using the virtual hand illusion. Sensors 21:2197. doi: 10.3390/
s21062197

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. M., de Vignemont, F., Verhagen, L., and Dijkerman, H. C. (2009).
The rubber hand illusion in action. Neuropsychologia 47, 204–211. doi: 10.1016/
j.neuropsychologia.2008.07.028

Kanayama, N., Hara, M., and Kimura, K. (2021). Virtual reality alters cortical
oscillations related to visuo-tactile integration during rubber hand illusion. Sci.
Rep. 11:1436. doi: 10.1038/s41598-020-80807-y

Kilteni, K., Bergstrom, I., and Slater, M. (2013). Drumming in immersive virtual
reality: the body shapes the way we play. IEEE Trans. Vis. Comput. Graph. 19,
597–605. doi: 10.1109/TVCG.2013.29

Kilteni, K., Grau-Sánchez, J., Veciana De Las Heras, M., Rodríguez-Fornells, A.,
and Slater, M. (2016). Decreased corticospinal excitability after the illusion of
missing part of the arm. Front. Hum. Neurosci. 10:145. doi: 10.3389/fnhum.
2016.00145

Kilteni, K., Groten, R., and Slater, M. (2012a). The sense of embodiment in virtual
reality. Presence Teleoperat. Virtual Environ. 21, 373–387. doi: 10.1162/PRES_
a_00124

Kilteni, K., Normand, J.-M., Sanchez-Vives, M. V., and Slater, M. (2012b).
Extending body space in immersive virtual reality: a very long arm illusion.
PLoS One 7:e40867. doi: 10.1371/journal.pone.0040867

Knoblich, G. (ed.) (2006). Human Body Perception From the Inside Out. Oxford:
Oxford University Press.

Lenggenhager, B., Pazzaglia, M., Scivoletto, G., Molinari, M., and Aglioti, S. M.
(2012). The sense of the body in individuals with spinal cord injury. PLoS One
7:e50757. doi: 10.1371/journal.pone.0050757

Frontiers in Human Neuroscience | www.frontiersin.org 17 February 2022 | Volume 15 | Article 787487

https://doi.org/10.1038/35784
https://doi.org/10.3389/fpsyg.2018.00535
https://doi.org/10.3389/fnhum.2021.674326
https://doi.org/10.1371/journal.pone.0117155
https://doi.org/10.1016/j.cognition.2017.05.035
https://doi.org/10.1038/s41598-019-39168-4
https://doi.org/10.1017/S0317167100000196
https://doi.org/10.1002/ana.410440306
https://doi.org/10.3389/fnhum.2021.688170
https://doi.org/10.3389/fnhum.2021.688170
https://doi.org/10.1007/s00221-007-0975-3
https://doi.org/10.1186/s12984-015-0069-6
https://doi.org/10.1016/j.bbr.2019.112146
https://doi.org/10.1016/j.concog.2008.03.004
https://doi.org/10.1016/j.ridd.2014.06.006
https://doi.org/10.1016/j.neuropsychologia.2009.09.022
https://doi.org/10.7554/eLife.14972
https://doi.org/10.1113/jphysiol.2014.274316
https://doi.org/10.1371/journal.pone.0219754
https://doi.org/10.1371/journal.pone.0219754
https://doi.org/10.1126/science.1097011
https://doi.org/10.1016/s0140-6736(13)61953-4
https://doi.org/10.1007/s00426-015-0650-4
https://doi.org/10.1111/ejn.14116
https://doi.org/10.1002/brb3.2124
https://doi.org/10.1038/s41598-017-03488-0
https://doi.org/10.3389/fnhum.2019.00091
https://doi.org/10.3389/fnhum.2019.00091
https://doi.org/10.1016/j.clinph.2012.01.010
https://doi.org/10.1016/j.clinph.2012.01.010
https://doi.org/10.1016/j.bodyim.2008.04.003
https://doi.org/10.1093/brain/34.2-3.102
https://doi.org/10.1007/s10339-004-0013-3
https://doi.org/10.1007/s10339-004-0013-3
https://doi.org/10.1016/j.neuropsychologia.2019.05.008
https://doi.org/10.1016/j.neuropsychologia.2019.05.008
https://doi.org/10.1152/jn.00345.2018
https://doi.org/10.1152/jn.00345.2018
https://doi.org/10.1016/j.apmr.2005.04.015
https://doi.org/10.3390/s21062197
https://doi.org/10.3390/s21062197
https://doi.org/10.3389/fnhum.2012.00040
https://doi.org/10.1016/j.neuropsychologia.2008.07.028
https://doi.org/10.1016/j.neuropsychologia.2008.07.028
https://doi.org/10.1038/s41598-020-80807-y
https://doi.org/10.1109/TVCG.2013.29
https://doi.org/10.3389/fnhum.2016.00145
https://doi.org/10.3389/fnhum.2016.00145
https://doi.org/10.1162/PRES_a_00124
https://doi.org/10.1162/PRES_a_00124
https://doi.org/10.1371/journal.pone.0040867
https://doi.org/10.1371/journal.pone.0050757
https://www.frontiersin.org/journals/human-neuroscience
https://www.frontiersin.org/
https://www.frontiersin.org/journals/human-neuroscience#articles


fnhum-15-787487 February 3, 2022 Time: 15:17 # 18

Buetler et al. Virtual Self-Perception and Motor Processing

Lee, J. H., Ku, J., Cho, W., Hahn, W. Y., Kim, I. Y., Lee, S.-M., et al. (2003). A virtual
reality system for the assessment and rehabilitation of the activities of daily
living. Cyberpsychol. Behav. 6, 383–388. doi: 10.1089/109493103322278763

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. (2011). Weber’s illusion and body shape: anisotropy
of tactile size perception on the hand. J. Exper. Psychol. 37, 720–726. doi:
10.1037/a0021921

Longo, M. R., Schüür, F., Kammers, M. P. M., Tsakiris, M., and Haggard, P. (2008).
What is embodiment? A psychometric approach. Cognition 107, 978–998. doi:
10.1016/j.cognition.2007.12.004

Lopez, C., Bieri, C. P., Preuss, N., and Mast, F. W. (2012). Tactile and vestibular
mechanisms underlying ownership for body parts: a non-visual variant of the
rubber hand illusion. Neurosci. Lett. 511, 120–124. doi: 10.1016/j.neulet.2012.
01.055

Lum, P. S., Godfrey, S. B., Brokaw, E. B., Holley, R. J., and Nichols, D. (2012).
Robotic approaches for rehabilitation of hand function after stroke. Am. J. Phys.
Med. Rehabil. 91, S242–S254. doi: 10.1097/PHM.0b013e31826bcedb

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

Maravita, A., and Iriki, A. (2004). Tools for the body (schema). Trends Cogn. Sci. 8,
79–86. doi: 10.1016/j.tics.2003.12.008

Maravita, A., Spence, C., and Driver, J. (2003). Multisensory integration and the
body schema: close to hand and within reach. Curr. Biol. 13, R531–R539.
doi: 10.1016/S0960-9822(03)00449-4

Marchal-Crespo, L., and Reinkensmeyer, D. J. (2008). Haptic guidance can enhance
motor learning of a steering task. J. Motor Behav. 40, 545–556. doi: 10.3200/
JMBR.40.6.545-557

Marchal-Crespo, L., and Reinkensmeyer, D. J. (2009). Review of control strategies
for robotic movement training after neurologic injury. J. Neuroeng. Rehabil.
6:20. doi: 10.1186/1743-0003-6-20

Matsumoto, N., Nakai, R., Ino, T., and Mitani, A. (2020). Brain activity associated
with the rubber foot illusion. Neurosci. Lett. 721:134820. doi: 10.1016/j.neulet.
2020.134820

Miall, R. C., Christensen, L. O. D., Cain, O., and Stanley, J. (2007). Disruption
of state estimation in the human lateral cerebellum. PLoS Biol. 5:e316. doi:
10.1371/journal.pbio.0050316

Odermatt, I. A., Buetler, K. A., Wenk, N., Özen, Ö, Penalver-Andres, J., Nef, T.,
et al. (2021). Congruency of information rather than body ownership enhances
motor performance in highly embodied virtual reality. Front. Neurosci.
15:678909. doi: 10.3389/fnins.2021.678909

Pearce, A. J., and Kidgell, D. J. (2009). Corticomotor excitability during precision
motor tasks. J. Sci. Med. Sport 12, 280–283. doi: 10.1016/j.jsams.2007.12.005

Perez, M. A., and Cohen, L. G. (2008). Mechanisms underlying functional changes
in the primary motor cortex ipsilateral to an active hand. J. Neurosci. 28,
5631–5640. doi: 10.1523/JNEUROSCI.0093-08.2008

Perez, M. A., and Cohen, L. G. (2009). Scaling of motor cortical excitability during
unimanual force generation. Cortex 45, 1065–1071. doi: 10.1016/j.cortex.2008.
12.006

Perez, M. A., Soteropoulos, D. S., and Baker, S. N. (2012). Corticomuscular
coherence during bilateral isometric arm voluntary activity in healthy humans.
J. Neurophysiol. 107, 2154–2162. doi: 10.1152/jn.00722.2011

Perez-Marcos, D., Bieler-Aeschlimann, M., and Serino, A. (2018). Virtual reality
as a vehicle to empower motor-cognitive neurorehabilitation. Front. Psychol.
9:2120. doi: 10.3389/fpsyg.2018.02120

Perez-Marcos, D., Slater, M., and Sanchez-Vives, M. V. (2009). Inducing a virtual
hand ownership illusion through a brain-computer interface. Neuroreport 20,
589–594. doi: 10.1097/WNR.0b013e32832a0a2a

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

Pozeg, P., Rognini, G., Salomon, R., and Blanke, O. (2014). Crossing the hands
increases illusory self-touch. PLoS One 9:e94008. doi: 10.1371/journal.pone.
0094008

Preston, C., and Newport, R. (2012). How long is your arm? Using multisensory
illusions to modify body image from the third person perspective. Perception
41, 247–249. doi: 10.1068/p7103

Pyasik, M., Tieri, G., and Pia, L. (2020). Visual appearance of the virtual hand affects
embodiment in the virtual hand illusion. Sci. Rep. 10:5412. doi: 10.1038/s41598-
020-62394-0

Rao, I. S., and Kayser, C. (2017). Neurophysiological correlates of the rubber hand
illusion in late evoked and alpha/beta band activity. Front. Hum. Neurosci.
11:377. doi: 10.3389/fnhum.2017.00377

Raz, G., Gurevitch, G., Vaknin, T., Aazamy, A., Gefen, I., Grunstein, S., et al. (2020).
Electroencephalographic evidence for the involvement of mirror-neuron and
error-monitoring related processes in virtual body ownership. Neuroimage
207:116351. doi: 10.1016/j.neuroimage.2019.116351

Riemer, M., Trojan, J., Beauchamp, M., and Fuchs, X. (2019). The rubber hand
universe: on the impact of methodological differences in the rubber hand
illusion. Neurosci. Biobehav. Rev. 104, 268–280. doi: 10.1016/j.neubiorev.2019.
07.008

Rosanova, M., Casarotto, S., Pigorini, A., Canali, P., Casali, A. G., and
Massimini, M. (2011). “Combining transcranial magnetic stimulation with
electroencephalography to study human cortical excitability and effective
connectivity,” in Neuronal Network Analysis, Vol. 67, eds T. Fellin and M.
Halassa (Totowa, NJ: Humana Press), 435–457. doi: 10.1007/7657_2011_15

Rose, F. D., Brooks, B. M., and Rizzo, A. A. (2005). Virtual reality in brain damage
rehabilitation: review. Cyberpsychol. Behav. 8, 241–262. doi: 10.1089/cpb.2005.
8.241

Rossini, P. M., Burke, D., Chen, R., Cohen, L. G., Daskalakis, Z., Di Iorio, R.,
et al. (2015). Non-invasive electrical and magnetic stimulation of the brain,
spinal cord, roots and peripheral nerves: basic principles and procedures for
routine clinical and research application. An updated report from an I.F.C.N.
Committee. Clin. Neurophysiol. 126, 1071–1107. doi: 10.1016/j.clinph.2015.02.
001

Rothwell, J. C. (1997). Techniques and mechanisms of action of transcranial
stimulation of the human motor cortex. J. Neurosci. Methods 74, 113–122.
doi: 10.1016/S0165-0270(97)02242-5

Rothwell, J. C., Day, B. L., Thompson, P. D., Dick, J. P., and Marsden, C. D. (1987a).
Some experiences of techniques for stimulation of the human cerebral motor
cortex through the scalp. Neurosurgery 20, 156–163. doi: 10.1097/00006123-
198701000-00032

Rothwell, J. C., Thompson, P. D., Day, B. L., Dick, J. P. R., Kachi, T., Cowan,
J. M. A., et al. (1987b). Motor cortex stimulation in intact man: 1. General
characteristics of EMG responses in different muscles. Brain 110, 1173–1190.
doi: 10.1093/brain/110.5.1173

Sakamoto, M., and Ifuku, H. (2021). Attenuation of sensory processing in the
primary somatosensory cortex during rubber hand illusion. Sci. Rep. 11:7329.
doi: 10.1038/s41598-021-86828-5

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

Schmidt, S. H., and Brandt, S. A. (2021). “Motor threshold, motor evoked potential,
central motor conduction time,” in The Oxford Handbook of Transcranial
Stimulation, 2nd Edn, eds E. M. Wassermann, A. V. Peterchev, U. Ziemann,
S. H. Lisanby, H. R. Siebner, and V. Walsh (Oxford: Oxford University Press),
doi: 10.1093/oxfordhb/9780198832256.013.11

Schulz, H., Übelacker, T., Keil, J., Müller, N., and Weisz, N. (2014). Now
I am Ready—Now I am not: the influence of Pre-TMS oscillations and
corticomuscular coherence on motor-evoked potentials. Cereb. Cortex 24,
1708–1719. doi: 10.1093/cercor/bht024

Senna, I., Maravita, A., Bolognini, N., and Parise, C. V. (2014). The marble-hand
illusion. PLoS One 9:e91688. doi: 10.1371/journal.pone.0091688

Serino, A., and Haggard, P. (2010). Touch and the body. Neurosci. Biobehav. Rev.
34, 224–236. doi: 10.1016/j.neubiorev.2009.04.004

Shishov, N., Melzer, I., and Bar-Haim, S. (2017). Parameters and measures in
assessment of motor learning in neurorehabilitation; a systematic review of the
literature. Front. Hum. Neurosci. 11:82. doi: 10.3389/fnhum.2017.00082

Slater, M. (2008). Towards a digital body: the virtual arm illusion. Front. Hum.
Neurosci. 2:6. doi: 10.3389/neuro.09.006.2008

Smith, V., Maslovat, D., and Carlsen, A. N. (2019). StartReact effects are dependent
on engagement of startle reflex circuits: support for a subcortically mediated
initiation pathway. J. Neurophysiol. 122, 2541–2547. doi: 10.1152/jn.00505.2019

Starr, A., Caramia, M., Zarola, F., and Rossini, P. M. (1988). Enhancement of motor
cortical excitability in humans by non-invasive electrical stimulation appears

Frontiers in Human Neuroscience | www.frontiersin.org 18 February 2022 | Volume 15 | Article 787487

https://doi.org/10.1089/109493103322278763
https://doi.org/10.1016/j.bandc.2006.09.013
https://doi.org/10.1037/a0021921
https://doi.org/10.1037/a0021921
https://doi.org/10.1016/j.cognition.2007.12.004
https://doi.org/10.1016/j.cognition.2007.12.004
https://doi.org/10.1016/j.neulet.2012.01.055
https://doi.org/10.1016/j.neulet.2012.01.055
https://doi.org/10.1097/PHM.0b013e31826bcedb
https://doi.org/10.1016/j.bbr.2008.02.041
https://doi.org/10.1016/j.bbr.2008.02.041
https://doi.org/10.1016/j.tics.2003.12.008
https://doi.org/10.1016/S0960-9822(03)00449-4
https://doi.org/10.3200/JMBR.40.6.545-557
https://doi.org/10.3200/JMBR.40.6.545-557
https://doi.org/10.1186/1743-0003-6-20
https://doi.org/10.1016/j.neulet.2020.134820
https://doi.org/10.1016/j.neulet.2020.134820
https://doi.org/10.1371/journal.pbio.0050316
https://doi.org/10.1371/journal.pbio.0050316
https://doi.org/10.3389/fnins.2021.678909
https://doi.org/10.1016/j.jsams.2007.12.005
https://doi.org/10.1523/JNEUROSCI.0093-08.2008
https://doi.org/10.1016/j.cortex.2008.12.006
https://doi.org/10.1016/j.cortex.2008.12.006
https://doi.org/10.1152/jn.00722.2011
https://doi.org/10.3389/fpsyg.2018.02120
https://doi.org/10.1097/WNR.0b013e32832a0a2a
https://doi.org/10.1371/journal.pone.0003832
https://doi.org/10.1371/journal.pone.0094008
https://doi.org/10.1371/journal.pone.0094008
https://doi.org/10.1068/p7103
https://doi.org/10.1038/s41598-020-62394-0
https://doi.org/10.1038/s41598-020-62394-0
https://doi.org/10.3389/fnhum.2017.00377
https://doi.org/10.1016/j.neuroimage.2019.116351
https://doi.org/10.1016/j.neubiorev.2019.07.008
https://doi.org/10.1016/j.neubiorev.2019.07.008
https://doi.org/10.1007/7657_2011_15
https://doi.org/10.1089/cpb.2005.8.241
https://doi.org/10.1089/cpb.2005.8.241
https://doi.org/10.1016/j.clinph.2015.02.001
https://doi.org/10.1016/j.clinph.2015.02.001
https://doi.org/10.1016/S0165-0270(97)02242-5
https://doi.org/10.1097/00006123-198701000-00032
https://doi.org/10.1097/00006123-198701000-00032
https://doi.org/10.1093/brain/110.5.1173
https://doi.org/10.1038/s41598-021-86828-5
https://doi.org/10.1371/journal.pone.0010381
https://doi.org/10.1093/oxfordhb/9780198832256.013.11
https://doi.org/10.1093/cercor/bht024
https://doi.org/10.1371/journal.pone.0091688
https://doi.org/10.1016/j.neubiorev.2009.04.004
https://doi.org/10.3389/fnhum.2017.00082
https://doi.org/10.3389/neuro.09.006.2008
https://doi.org/10.1152/jn.00505.2019
https://www.frontiersin.org/journals/human-neuroscience
https://www.frontiersin.org/
https://www.frontiersin.org/journals/human-neuroscience#articles


fnhum-15-787487 February 3, 2022 Time: 15:17 # 19

Buetler et al. Virtual Self-Perception and Motor Processing

prior to voluntary movement. Electroencephalogr. Clin. Neurophysiol. 70, 26–32.
doi: 10.1016/0013-4694(88)90191-5

Tajadura-Jiménez, A., Basia, M., Deroy, O., Fairhurst, M., Marquardt, N., and
Bianchi-Berthouze, N. (2015a). “As light as your footsteps: altering walking
sounds to change perceived body weight, emotional state and gait,” in
Proceedings of the 33rd Annual ACM Conference on Human Factors in
Computing Systems, eds B. Begole, J. Kim, W. Woo, and K. Inkpen (Seoul:
Association for Computing Machinery), 2943–2952. doi: 10.1145/2702123.
2702374

Tajadura-Jiménez, A., Tsakiris, M., Marquardt, T., and Bianchi-Berthouze, N.
(2015b). Action sounds update the mental representation of arm dimension:
contributions of kinaesthesia and agency. Front. Psychol. 6:689. doi: 10.3389/
fpsyg.2015.00689

Tajadura-Jiménez, A., Marquardt, T., Swapp, D., Kitagawa, N., and Bianchi-
Berthouze, N. (2016). Action sounds modulate arm reaching movements. Front.
Psychol. 7:1391. doi: 10.3389/fpsyg.2016.01391

Tajadura-Jiménez, A., Väljamäe, A., Toshima, I., Kimura, T., Tsakiris, M., and
Kitagawa, N. (2012). Action sounds recalibrate perceived tactile distance. Curr.
Biol. 22, R516–R517. doi: 10.1016/j.cub.2012.04.028

Tambone, R., Poggio, G., Pyasik, M., Burin, D., Dal Monte, O., Schintu, S., et al.
(2021). Changing your body changes your eating attitudes: embodiment of a
slim virtual avatar induces avoidance of high-calorie food. Heliyon 7:e07515.
doi: 10.1016/j.heliyon.2021.e07515

Thut, G., Veniero, D., Romei, V., Miniussi, C., Schyns, P., and Gross, J. (2011).
Rhythmic TMS causes local entrainment of natural oscillatory signatures. Curr.
Biol. 21, 1176–1185. doi: 10.1016/j.cub.2011.05.049

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. (2017). The multisensory basis of the self: from body to identity to
others. Q. J. Exper. Psychol. 70, 597–609. doi: 10.1080/17470218.2016.1181768

Tsakiris, M., and Haggard, P. (2005). The rubber hand illusion revisited:
visuotactile integration and self-attribution. J. Exper. Psychol. Hum. Percept.
Perform. 31, 80–91. 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

Uehara, K., Higashi, T., Tanabe, S., and Sugawara, K. (2011). Alterations in human
motor cortex during dual motor task by transcranial magnetic stimulation
study. Exper. Brain Res. 208, 277–286. doi: 10.1007/s00221-010-2478-x

van der Hoort, B., Guterstam, A., and Ehrsson, H. H. (2011). Being barbie: the
size of One’s own body determines the perceived size of the world. PLoS One
6:e20195. doi: 10.1371/journal.pone.0020195

Watanabe, H., Mizuguchi, N., Mayfield, D. L., and Yoshitake, Y. (2018).
Corticospinal excitability during actual and imaginary motor tasks of

varied difficulty. Neuroscience 391, 81–90. doi: 10.1016/j.neuroscience.2018.
08.011

Wawrzyniak, M., Klingbeil, J., Zeller, D., Saur, D., and Classen, J. (2018). The
neuronal network involved in self-attribution of an artificial hand: a lesion
network-symptom-mapping study. Neuroimage 166, 317–324. doi: 10.1016/j.
neuroimage.2017.11.011

Wen, W., Muramatsu, K., Hamasaki, S., An, Q., Yamakawa, H., Tamura,
Y., et al. (2016). Goal-directed movement enhances body representation
updating. Front. Hum. Neurosci. 10:329. doi: 10.3389/fnhum.2016.
00329

Wenk, N., Penalver-Andres, J., Buetler, K. A., Nef, T., Müri, R. M., and Marchal-
Crespo, L. (2021). Effect of immersive visualization technologies on cognitive
load, motivation, usability, and embodiment. Virtual Real. doi: 10.1007/s10055-
021-00565-8

Wolf, S. L., Butler, A. J., Alberts, J. L., and Kim, M. W. (2005). Contemporary
linkages between EMG, kinetics and stroke rehabilitation. J. Electromyogr.
Kinesiol. 15, 229–239. doi: 10.1016/j.jelekin.2005.01.002

Yahagi, S., Ni, Z., Takahashi, M., Takeda, Y., Tsuji, T., and Kasai, T. (2003).
Excitability changes of motor evoked potentials dependent on muscle
properties and contraction modes. Motor Control 7, 328–345.

Zeller, D., Gross, C., Bartsch, A., Johansen-Berg, H., and Classen, J. (2011).
Ventral premotor cortex may be required for dynamic changes in the feeling
of limb ownership: a lesion study. J. Neurosci. 31, 4852–4857. doi: 10.1523/
JNEUROSCI.5154-10.2011

Zeller, D., Litvak, V., Friston, K. J., and Classen, J. (2015). Sensory processing and
the rubber hand illusion—an evoked potentials study. J. Cogn. Neurosci. 27,
573–582. doi: 10.1162/jocn_a_00705

Conflict of Interest: 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.

Publisher’s Note: All claims expressed in this article are solely those of the authors
and do not necessarily represent those of their affiliated organizations, or those of
the publisher, the editors and the reviewers. Any product that may be evaluated in
this article, or claim that may be made by its manufacturer, is not guaranteed or
endorsed by the publisher.

Copyright © 2022 Buetler, Penalver-Andres, Özen, Ferriroli, Müri, Cazzoli and
Marchal-Crespo. 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 19 February 2022 | Volume 15 | Article 787487

https://doi.org/10.1016/0013-4694(88)90191-5
https://doi.org/10.1145/2702123.2702374
https://doi.org/10.1145/2702123.2702374
https://doi.org/10.3389/fpsyg.2015.00689
https://doi.org/10.3389/fpsyg.2015.00689
https://doi.org/10.3389/fpsyg.2016.01391
https://doi.org/10.1016/j.cub.2012.04.028
https://doi.org/10.1016/j.heliyon.2021.e07515
https://doi.org/10.1016/j.cub.2011.05.049
https://doi.org/10.1016/j.neuropsychologia.2009.09.034
https://doi.org/10.1016/j.neuropsychologia.2009.09.034
https://doi.org/10.1080/17470218.2016.1181768
https://doi.org/10.1037/0096-1523.31.1.80
https://doi.org/10.1016/j.concog.2005.09.004
https://doi.org/10.1007/s00221-010-2478-x
https://doi.org/10.1371/journal.pone.0020195
https://doi.org/10.1016/j.neuroscience.2018.08.011
https://doi.org/10.1016/j.neuroscience.2018.08.011
https://doi.org/10.1016/j.neuroimage.2017.11.011
https://doi.org/10.1016/j.neuroimage.2017.11.011
https://doi.org/10.3389/fnhum.2016.00329
https://doi.org/10.3389/fnhum.2016.00329
https://doi.org/10.1007/s10055-021-00565-8
https://doi.org/10.1007/s10055-021-00565-8
https://doi.org/10.1016/j.jelekin.2005.01.002
https://doi.org/10.1523/JNEUROSCI.5154-10.2011
https://doi.org/10.1523/JNEUROSCI.5154-10.2011
https://doi.org/10.1162/jocn_a_00705
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

	"Tricking the Brain" Using Immersive Virtual Reality: Modifying the Self-Perception Over Embodied Avatar Influences Motor Cortical Excitability and Action Initiation
	Introduction
	Materials and Methods
	Participants
	Experimental Setup
	Material
	Virtual Environment and Avatar

	Experimental Procedure
	Motor Hotspot Definition (Phase 0)
	Experimental Conditions (Phases 1–4)
	Questionnaire Blocks (Phases 1–4)
	Motor Evoked Potential Evaluation Blocks (Phases 1–4)
	Motor Task Blocks (Phases 1–4)

	Metrics and Data Processing
	Stone Feeling
	Embodiment
	Cortical Excitability
	Kinematic Variables

	Data Analysis

	Results
	Between Conditions Differences
	Stone Illusion
	Embodiment
	Cortical Excitability
	Kinematic Variables

	Correlation Analyses
	Stone Feeling and Motor Evoked Potentials
	Stone Feeling and Embodiment
	Stone Feeling and Kinematic Variables
	Kinematic Variables and Motor Evoked Potentials


	Discussion
	The Strength of Subjectively Experienced "Stone Arm Illusion" Is Associated With Enhanced Motor Cortical Excitability
	The "Stone Arm Illusion" Influences Movement Initiation in a Reaching Task
	Clinical Implications
	Study Limitations

	Conclusion
	Data Availability Statement
	Ethics Statement
	Author Contributions
	Funding
	Acknowledgments
	Supplementary Material
	References


