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Seeing a Bayesian ghost: Sensorimotor activation

leads to an illusory social perception

Elisabeth V.C. Friedrich,* Imme C. Zillekens,”* Anna Lena Biel," Dariusz O'Leary,’

Eva Victoria Seegenschmiedt,’ Johannes Singer,"* Leonhard Schilbach,?*>¢ and Paul Sauseng'®

SUMMARY

Based on our prior experiences we form social expectations and anticipate
another person’s response. Under certain conditions, these expectations can be
so strong that they lead to illusory perception of another person who is actually
not there (i.e., seeing a Bayesian ghost). We used EEG to investigate the neural
correlates of such illusory social perception. Our results showed that activation
of the premotor cortex predicted the occurrence of the Bayesian ghost, whereas
its actual appearance was later accompanied by activation in sensorimotor and
adjacent parietal regions. These findings confirm that our perception of others
is so strongly affected by prior expectations, in such a way they can prompt illu-
sory social perceptions associated with activity change in brain regions relevant
for action perception. They also contribute to a better understanding of social
interaction in healthy individuals as well as persons with mental illnesses, which
can be characterized by illusory perception and social interaction difficulties.

INTRODUCTION

To navigate through our complex world, we use prior experience to generate expectations and anticipate
events. Our expectations then shape the way we perceive our environment, particularly in situations that
require complex information processing such as social interactions. The ability to anticipate future events
is crucial in social interactions, in which an action of one person may be predictive of a response by another.
In addition, communicative actions by one person make it more likely to perceive another person to whom
the action might be directed at (Manera et al., 2011b).

The use of prior experience to generate expectations about the presence and consequent action of
another person has been described as interpersonal predictive coding (Manera et al., 2011b, 2011a; von
der Luhe et al., 2016). Predictive coding accounts suggest that human beings possess Bayesian brains:
The brain generates predictions and compares these to sensory input, which is especially advantageous
in complex or noisy environments (Manera et al., 2011a). Interpersonal predictive coding applies this logic
to the social domain and focuses on how prior knowledge and resulting expectations help us to understand
social interactions, during which the behavior of one person can help to anticipate what the interaction
partner will do (Bolis et al., 2018; von der Luhe et al., 2016).

However, predictive coding can also produce erroneous perception. Strong expectations can result in illu-
sions, i.e., seeing a communicative action of one person increases the likelihood of expecting and actually
seeing another person who, in fact, is not there. This special erroneous outcome of predictive coding has
been referred to as seeing a Bayesian ghost (Manera et al., 2011b; von der Lihe et al., 2016). We have adop-
ted this term to describe the instance in which one has an illusory perception of a person because of prior
expectations generated by another’s communicative gesture. Thus, the Bayesian ghost is a metaphorical
term and does not refer to Bayesian statistics or modeling in this paper.

The underlying neural mechanisms for this form of illusory social perception remain elusive. To address this,
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we recorded the brain’s electrical activity using electroencephalography (EEG) while neurotypical partici- equally
pants performed an established experimental task using two point-light agents (Figure 1) (Zillekens et al., *‘C_O'éestﬁi”_dsn_cﬁé

. . . . . . elisapbetn.triedrici Sy.
2019). The screen displayed a well recognizable point-light walker (agent A) and a second point-light walker Imu.de o
individually masked or replaced by randomly moving noise dots (agent B). Participants were asked to https://doi.org/10.1016/].isci.
passively watch agent A first, who either performed an individual (i.e., individual condition (IND)) or 2022.104068
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Figure 1. Experimental design (adapted from Zillekens et al. (2019))

Stimuli disappear

(A) Experimental conditions. In the communicative condition (COM; top row), agent A performs a communicative action. In the left panel, agent B is present

and reacts in accordance to it (signal trial). In the right panel, agent B is replaced by randomly moving dots (noise trial).

In the individual condition (IND;

bottom row), agent A performs an individual action. Agent B is again either present (left panel) or replaced by noise (right panel). The gray silhouettes serve

illustrative purposes and were not visible for participants. The occurrence of a Bayesian ghost (indicated in blue) is defined by a false alarm (FA) in the

communicative noise trial (i.e., the participant indicated that agent B was present when in fact noise dots were presented). The number of false alarms is

illustrated in Figure ST.

(B) Structure of experimental trials. Jittered inter-trial-intervals (ITl) preceded a fixation cross appearing at the subsequent position of agent A. Following
this, the video of the two point-light agents started. The video duration as well as agent B's onset varied depending on the specific actions performed. The

analyzed time segments are illustrated in color: (1) 1-s before agent B's onset (red): Participants passively observed agent A, who either performed an in-

dividual or communicative gesture; (2) 1-s after agent B's onset (gray): Participants passively watched the responding agent B or noise dots; and (3) 1-s before

the response (blue): Participants decided whether the masked agent B was present or absent and indicated their choice with a button press.

communicative (i.e., communicative condition (COM)) gesture (i.e., time segment (1) in Figure 1B). They
were then required to passively observe agent B who responded to agent A’s gesture. Agent B was masked
by noise dots (i.e., signal trials) or replaced completely by noise dots (i.e., noise trials) in half of the
trials each (i.e., time segment (2) in Figure 1B). At the end of each trial, the participants’ task was to
decide whether the masked agent B was present or absent (i.e., time segment (3) in Figure 1B). The
response of the participant determined whether the trial was a false alarm (agent absent, response
"yes"), correct rejection (agent absent, response "no"), hit (agent present, response "yes”), or a miss (agent
present, response "no”) trial. In contrast to individual actions, communicative gestures have previously
been shown to improve the visual detection of the presence of a second agent (Manera et al., 2011a)
and to prompt the perception of a second agent, irrespectively of whether it was present or not (Manera
et al., 2011b).

In our experimental design, the presence of a Bayesian ghost would be indicated by the participant sub-
jectively perceiving a second agent among randomly moving noise dots after seeing an actual first agent
performing a communicative gesture (Manera et al., 2011b). Importantly, this can only occur in trials in
which there was objectively no second agent present within the moving dots, i.e., participants’ responses
represented a false alarm (in contrast to a correct rejection) in communicative noise trails (Figure 1A). The
individual condition served as a control condition to ensure that the findings were specific to a social
context. We expected that the communicative condition would lead to more false alarms than the individ-
ual one (Manera et al., 2011b).
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On the neural level, we hypothesized that activation of the sensorimotor system first predicts the occur-
rence and then accompanies the appearance of the Bayesian ghost.

Firstly, we expected activation of the sensorimotor system in the time window in which agent A was per-
forming a communicative action but agent B was not responding yet (i.e., time segment (1) before agent
B’s onset). This increased sensorimotor activity should predict the occurrence of the Bayesian ghost later
on in the trial. This hypothesis is based on previous studies, which showed that the expectation of an
upcoming action from someone else in a predictable context, leads to the activation of one’s own senso-
rimotor system (Kilner et al., 2004; Krol et al., 2020; Maranesi et al., 2014). Activation of the sensorimotor
system before the movement observation is usually advantageous, as it enables us to anticipate the
behavior of others. However, in our case, this anticipation might lead to seeing a Bayesian ghost, i.e., to
generate a false alarm in the communicative condition. In the individual condition, a pre-activation of
the sensorimotor system was not expected, as the self-oriented, individual gesture of agent A did not allow
for any predictions of agent B's behavior.

Secondly, we hypothesized that the sensorimotor system should also be activated during the appearance
of the Bayesian ghost in the communicative condition in the time segment (3) before the response. If par-
ticipants really “see” the second agent (although it is not present), their own sensorimotor system should
be facilitated by the illusory perception of the ghost's action (Schiitz-Bosbach et al., 2006). In addition, the
sensorimotor system might be required to fill in the gaps between the point-lights, so the single points are
perceived as biological motions; therefore, a second agent rather than noise is seen (Saygin et al., 2004,
Ulloa and Pineda, 2007).

Activation of the sensorimotor system has previously been linked to a power decrease in alpha and beta
frequency bands in the EEG (Neuper and Pfurtscheller, 2001; Sauseng et al., 2009). Therefore, we expected
to find lower power in alpha and beta frequency bands as an indicator of more activation in the sensori-
motor cortex in false alarm (i.e., having an illusion of observing a moving agent) than correct rejection trials
(i.e., seeing noise dots) in the communicative condition. This is in contrast to the individual condition as only
the communicative condition allows participants to generate expectations for agent B's action in response
to agent A's communicative gestures.

Note that we did not contrast the communicative against the individual condition, but we compared false
alarms to correct rejections within the same condition. This way, not only the task per se but also the visual
input, the task load and difficulty, the context (i.e., individual or social situation), and the contingency (i.e.,
semantic match or mismatch between the two agents’ actions) were the same within our contrasts and
cannot be confounding factors (Wurm and Caramazza, 2019). This is also the reason why we did not expect
to find differences in occipitotemporal brain regions, which are typically activated in the visual processing
of social interactions (Walbrin and Koldewyn, 2019, Wurm and Caramazza, 2019).

The only difference between false alarm (i.e., agent absent, response “yes"”) and correct rejection (agent
absent, response “no”) trials is the response itself. To investigate whether a general difference between
a"yes” and a "no" response could account for our results, we compared the false alarm (i.e., agent absent,
response "yes”) to the hit trials (agent present, response “yes”) in the communicative condition post hoc.
This exploratory analysis should also shed light on the interesting question of how the brain activation dur-
ing the occurrence and appearance of the Bayesian ghost (i.e., false alarm) differs from the actual display
and correct detection of agent B (i.e., hit) in the communicative condition.

RESULTS

Behavioral results

More false alarms in the communicative than individual condition

We calculated a repeated-measures ANOVA for the number of responses with the variables ‘type of
response’ (i.e., false alarms or correct rejections) and ‘condition’ (i.e., communicative or individual). The
main effect of ‘condition’ was not significant (Fq 33 = 0.39, p = 0.54, partial 12 = 0.10), whereas the main ef-
fect of ‘type of response’ was significant (Fy 3g = 60.40, p < 0.01, partial n? = 0.61). Unsurprisingly, partici-
pants had more correct rejections (M =42, SD = 11.70, N = 39) than false alarms (M = 18, SD = 9.57, N = 39).
This is inherent to the design as the difficulty was individually adjusted for the participants to achieve an
average performance of about 70%. Most importantly, however, the interaction of ‘condition’ and ‘type
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Figure 2. Increased sensorimotor activation in false alarm than correct rejection trials in the communicative condition

For each of the three significant results (A-C), the significant voxels over participants are indicated in turquoise in the sagittal view of the brain (for other
views, please see Figures S2-54). For the most significant voxel, the power values for every participant as well as for the mean (turquoise points and line) are
illustrated in the line chart for the false alarm (FA) and correct rejection (CR) trials. In the time segment (1) before agent B's onset (in red), a power decrease in
false alarm — compared to correct rejection trials — was found in (A) the alpha frequency band (8-12 Hz) in the left frontal lobe, Brodmann Area 6, premotor
cortex (peak significance at MNI coordinates: —40/0/45; p < 0.05) and in (B) the lower beta band (13-17 Hz) in the left frontal lobe, Brodmann Area 6,
premotor cortex (peak significance at MNI coordinates: —45/—10/60; p < 0.05) with significant activation spreading to voxels in the adjacent primary motor
cortex, Brodmann Area 4.

(C) In the time segment (3) before the response (in blue), a power decrease in false alarm — compared to correct rejection trials — reached significance in the
upper beta band (18-25 Hz) in the right postcentral gyrus, Brodmann Area 3, primary somatosensory cortex (peak significance at MNI coordinates: 20/—35/
55; p < 0.05). Significant voxels were also present in the Brodmann Area 2 of the primary somatosensory cortex. In addition, the significant difference spread
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Figure 2. Continued

to the adjacent right precentral gyrus, Brodmann Area 4, primary motor cortex, and to the other following right parietal regions: Brodmann Area 5
(paracentral gyrus, postcentral gyrus), Brodmann Area 7 (postcentral gyrus, superior parietal lobule, precuneus), and Brodmann Area 40 (p < 0.05). For
an illustration of the control contrasts false alarm versus correct rejection trials in the individual condition and false alarm versus hit trials in the
communicative condition, please refer to the Figures S5-57.

of response’ was also significant (F1 35 = 6.64, p < 0.05, partial 12 =0.15). More false alarms were made in the
communicative (M =19, SD = 10, N = 39) than in the individual (M =17, SD = 9, N = 39) condition. Further-
more, there were fewer correct rejections in the communicative (M = 41, SD = 12, N = 39) than in the indi-
vidual (M =43, SD = 12, N = 39) condition. For a graphical representation, please refer to the supplemen-
tary material (Figure S1).

Neural correlates

Increased sensorimotor activation in false alarm than correct rejection trials in the communicative
condition

In the communicative condition, in time segment (1) before agent B's onset, significantly lower power (indi-
cating higher cortical excitability) was found in false alarm than correct rejection trials at alpha (8-12 Hz) and
lower beta (13-17 Hz) frequency bands in the left premotor cortex (alpha: t = =3.72, p < 0.05, N = 20, dz =
0.83, Figures 2A and S2; beta: t = —3.91, p < 0.05, N = 20, dz = 0.87, Figures 2B and S3). In the lower beta
band, significant voxels also spread to the primary motor cortex (t < —3.74, p < 0.05, N = 20, dz > 0.84,
Figures 2B and S3).

In the time segment (3) before the response, significantly lower power was shown in false alarm than correct
rejection trials in the upper beta frequency band (18-25 Hz) in the right somatosensory cortex (t = —4.27,
p < 0.05, N =20, dz = 0.96, Figures 2C and S4). This significant difference also spread over the adjacent
primary motor cortex and other adjacent regions of the parietal cortex (t < —3.64, p < 0.05, N = 20,
dz > 0.81, for more details please see Figures 2C and S4).

No significant differences were found in the time segment (2) after agent B’s onset.

No difference in sensorimotor activation between false alarm and correct rejection trials in the
individual condition

As a control condition, we calculated the same contrasts in the individual condition that became significant
in the communicative condition. In the time segment (1) before agent B's onset, false alarm trials
showed lower power than correct rejection trials in the upper beta band in the bilateral anterior cingulate
cortex (t = —4.81,p <0.05,N = 17, dz = 1.17, Figure S5). We could not find any significant differences in the
sensorimotor cortex or any other brain region in the individual condition.

Increased sensorimotor and parietal activation in false alarm than hit trials in the communicative
condition

As another and exploratory control analysis, we compared the false alarm to hit trials in the same contrasts
that became significant between false alarm and correct rejection trials in the communicative condition. In
the time segment (1) before agent B's onset, significantly lower power was found in false alarm than hit trials
at lower beta frequency band in the left primary somatosensory cortex (t = —5.55, p < 0.05, N = 20, dz =
1.24). This significant difference also spread over the adjacent primary motor and premotor cortex
(t < —4.07, p <0.05, N = 20, dz > 0.91, Figure S6).

In the time segment (3) before the response, false alarm trials showed lower power than hit trials in the up-
per beta band in the right superior parietal lobule (t = —4.01, p < 0.05, N = 20, dz = 0.90, Figure S7).

DISCUSSION
The Bayesian ghost is predicted and accompanied by sensorimotor and parietal activation

The goal of this study was to investigate the neural correlates of an illusory social perception. Because of
our expectations, communicative gestures can affect our perception in such a way that we see a person
who is actually not there. In other words we see a Bayesian ghost (Manera et al., 2011b; von der Lihe
et al., 2016).

iScience 25, 104068, April 15, 2022 5
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Ourbehavioral results confirmed that participants, indeed, made more false alarms (i.e., indicated that they
saw an agent who was actually not present) in the communicative than in the individual condition (Manera
etal., 2011b).

We also found evidence in favor of our hypothesis that an activated sensorimotor system in the communi-
cative condition is predictive of whether a participant will see a Bayesian ghost or not. In the time segment
(1) before agent B's onset, agent A's communicative gestures allowed participants to predict agent B's ac-
tion. We found that an increased activation of the premotor cortex (i.e., a power decrease in alpha and
lower beta frequency bands) predicted the occurrence of the Bayesian ghost later in the trial (i.e., a false
alarm). Our result offers further evidence that activation of the sensorimotor system is associated with
the expectation of an upcoming action from someone else in a predictable context (Kilner et al., 2004;
Krol et al., 2020; Maranesi et al., 2014). Moreover, it extends this to the case of dyadic social interaction,
in which the actions of agents are typically linked in an interpersonal manner.

The involvement of the premotor cortex in anticipating observed actions within a predictable context has
been interpreted as mirror neuron activity (Kilner et al., 2004; Krol et al., 2020; Maranesi et al., 2014; Rizzo-
latti et al., 2001). This is in line with a computational approach assuming that the mirror neuron system uses
predictions to infer intentions from observed movements (Kilner et al., 2007). Especially, alpha but also beta
oscillations were shown to convey top-down predictions (Michalareas et al., 2016; Tarasi et al., 2021) be-
sides their involvement in tasks related to the observation of movement (Hari et al., 1998; Neuper et al.,
2009; Pineda, 2005).

In the time segment (2) after agent B's onset, the mere start of the movement of the noise dots did not elicit
any specific brain activation. This indicates that the increased activity in the sensorimotor system during
false alarm compared to correct rejection trials was not continuous. Instead, this activation seems specific
to the formation of expectations about agent B’s action (i.e., time segment (1)) and then to the actual
appearance of the Bayesian ghost (i.e., time segment (3)).

In the time segment (3) before the response, the appearance of the Bayesian ghost in the communicative
condition was accompanied by increased activation (i.e., a power decrease in upper beta frequency band)
in the primary somatosensory cortex as well as the adjacent primary motor cortex and further parietal re-
gions. Thisis in line with our hypothesis that an activation of the sensorimotor system is required to perceive
an (illusory) moving agent from single point-lights (Saygin et al., 2004; Schitz-Bosbach et al., 2006; Ulloa
and Pineda, 2007).

In this later time segment, higher beta oscillations occur in association with the appearance of the Bayesian
ghost than in time segment (1) before agent B’s onset. Slower brain oscillations (i.e., starting from theta
frequencies) are indicative of higher cognitive processes, top-down control, and larger network processes,
whereas faster oscillations (up to high gamma frequencies) are more indicative of local bottom-up pro-
cesses (Michalareas et al., 2016; Von Stein and Sarnthein, 2000). This relationship might also apply to our
finding: Generating strong predictions based on communicative gestures in time segment (1) is associated
with slower brain oscillations than processing the sensory information by trying to find agent B in a cloud of
noise dots in time segment (3).

With respect to the activation of the sensorimotor cortex in time segment (3) before the response,
there is evidence that mirror neurons are also present in the primary motor cortex (Kilner and Lemon,
2013) and several studies emphasize the importance of somatosensory areas for action observation
and mirror neuron activity (Caspers et al., 2010; Keysers et al., 2010; Pineda, 2008; Valchev et al,,
2016). Moreover, alpha and beta rhythms over the sensorimotor cortex (i.e., mu rhythms) were suggested
to serve as an indicator of mirror neuron activity in somatosensory, as well as premotor and inferior pa-
rietal cortices (Arnstein et al., 2011; Bimbi et al., 2018; Fox et al., 2016). The mu rhythm was shown to be
modulated by action observation through a contribution of motor and mirror neurons (Bimbi et al., 2018)
and involved in action inference by combining single point-lights to biological movements (Ulloa and
Pineda, 2007). It is worth noting that there are also critical studies questioning the theory of the mirror
neuron system to explain high-level action understanding in humans and the mu rhythm as a reliable
marker for mirror system activity. Please see Heyes and Catmur (2021) for a recent perspective on this
topic.
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Besides the sensorimotor cortex, adjacent parietal regions were also activated during the appearance of
the Bayesian ghost. Brodmann area 40 was found to be involved in mirror-like mechanisms during action
observation (Del Vecchio et al., 2020) and together with Brodmann area 7 (superior parietal lobule) to
be active during imitation tasks (Molenberghs et al., 2009). Moreover, the superior parietal lobule is asso-
ciated with action observation (Caspers et al., 2010) and involved in biological motion perception (Pavlova,
2012). The precuneus is involved in motor and mental imagery, processing of visuospatial information, as
well as processing and understanding intentions and actions (Cavanna and Trimble, 2006).

The superior temporal sulcus was not significantly more activated during false alarm than correct rejection
trials within the communicative condition. The superior temporal sulcus was found to be involved in mirror
neuron activity (Rizzolatti et al., 2001) and in perception of biological motion and social interaction (Caspers
etal, 2010; Isik et al., 2017; Pavlova, 2012). Its role is the visual processing of socially-relevant features such
as orientation of agents or directedness of actions (Wurm and Caramazza, 2019). As the visual features and
social content were exactly the same between false alarm and correct rejection trials, we did not expect any
difference in the superior temporal sulcus.

The only discernible difference is that in false alarm trials, participants form predictions that are so strong
that they outweigh the bottom-up perception (which is the same between trials). In addition, this
top-down control is realized by activation of the sensorimotor cortex. This interpretation is in line with
the predictive coding framework of the mirror neuron system (Kilner et al., 2007). It is also supported
by neurophysiological evidence that the sensorimotor cortex is not merely driven by visual input of an
observed action but can generate a motor representation of another person’s action without visual input
(Umilta et al., 2001).

Nonetheless, other theories or models also have to be taken into account as potential alternative explana-
tions of our findings. The activation of the sensorimotor and parietal cortex also plays an important role in
the Comparator Model to understand voluntary actions and sense of agency (Haggard, 2008, 2017). It has
been proposed that an action starts with an intention and a motor command that aims to fulfill a goal. Then,
predictions of the probable sensory outcome of one’s motor action are formed and later compared to the
actual sensory feedback. If the prediction error is zero, a sense of agency emerges. Although predicting
and testing the hypothesis about ongoing actions are potentially related to our observed effect, false alarm
and correct rejection trials do not differ in processes related to intention, volition, or sense of agency. Thus,
this model does not seem to offer an alternative explanation for our results.

To sum up, our findings are in favor of our hypothesis and suggest that not only the sensorimotor cortex but
a network of action-observation brain areas are contributing to the perception of the Bayesian ghost. As
the activation of the sensorimotor cortex is indicative of movement observation, this finding suggests
that participants really “saw” agent B moving in the communicative condition (although it was not present).
Given our experimental design, agent B could only be perceived by its biological motion, which partici-
pants indicated in their behavioral response.

Importantly, the activation of the sensorimotor system predicted the occurrence and accompanied the
appearance of the Bayesian ghost specifically in the communicative condition. This was in contrast to
the individual condition, in which no predictions for agent B's action could be made based on agent
A's gestures and in which no activation over the sensorimotor cortex or adjacent parietal regions was
found.

Different responses are not confounding factors

As already mentioned in the introduction, the only difference between trials in our calculated contrast was
the given answer that indicated whether the participant saw an agent (i.e., false alarm) or not (i.e., correct
rejection). Thus, possible differences in performance (false or correct answer) and response bias (“yes” or
"no" answer) could be the only possible alternative interpretation. Recent studies have indicated that pre-
stimulus alpha power is associated with response bias rather than with performance (Benwell et al., 2021,
lemi et al., 2017). Although these studies investigated the pre-stimulus alpha power using simple visual
experimental designs in which participants had to indicate if they perceived a simple masked or near-
threshold stimuli e.g., (Benwell et al., 2027; lemi et al., 2017), this hypothesis could theoretically also be
applied to complex stimuli in a social context.
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The decreased pre-stimulus alpha power in the communicative condition could facilitate stimulus percep-
tion and lead to a more liberal criterion (i.e., a tendency to say "yes”). Indeed, the communicative condition
prompts the appearance of a second agent and thus biases participants more toward reporting the pres-
ence of a second agent (i.e., adopting a more liberal response strategy) in the communicative than in the
individual condition (Manera et al., 2011b; Zillekens et al., 2019).

However, we argue that the decreased pre-stimulus alpha power found in the communicative condition
was indicative of a prediction of the Bayesian ghost rather than the mere neural correlate of a "yes”
answer or a more liberal criterion, because: (1) changes in the pre-stimulus alpha power associated
with response bias in visual tasks were found in posterior rather than central regions (Limbach and Cor-
ballis, 2016; Romei et al., 2008); (2) the here-reported pre-stimulus effects in the sensorimotor cortex were
not restricted to the alpha band but occurred even stronger in the lower beta band. Both frequency
bands are indicative of tasks related to the observation of movement (Hari et al., 1998; Neuper et al.,
2009; Pineda, 2005) and were shown to convey top-down predictions (Michalareas et al., 2016; Tarasi
et al.,, 2021); (3) the comparison of false alarm versus correct rejection trials represents “yes” versus
"no"” answers rather than response tendencies, as hits and misses are not included in the main contrast
analyses. If the pre-stimulus power decrease in the communicative condition would indeed illustrate a
mere "yes” response, a similar effect should have been evident in the hit trials. In contrast, hit trials
showed significantly less pre-activation of the sensorimotor cortex than false alarm trials, although they
both are defined by a "yes"response.

Brain activation during social illusion compared to the presence of agent B might help to
understand mental disorders

In the time segment (1) before agent B's onset, the sensorimotor cortex was more activated in false alarm
compared to hit trials in the communicative condition. This finding supports our claim that the activation
of the sensorimotor system is a specific feature of the Bayesian ghost and not generally indicative for
watching agent A performing a communicative action or preparing a “yes"” response. This activation of
the sensorimotor cortex in time segment (1) indicates that predictions were generated that are so strong
that they outweighed the processing of the sensory information in time segment (3), which in turn led to a
false alarm.

In time segment (3) before the response, the superior parietal cortex was more activated in false alarm than
in hit trials in the communicative condition. This suggests that the superior parietal cortex was involved in
creating the illusion of biological motion in absence of the actual agent B (while the sensorimotor cortex
might be involved in both - the actual and the illusory observation of a moving agent). This result is espe-
cially interesting under a clinical aspect in terms of mental disorders in which social interaction is impaired
and illusory perception can occur. As this analysis was exploratory, we did not have a priori hypotheses
about the involved brain regions. However, our finding is supported by studies revealing that the superior
parietal cortex showed structural brain alterations in patients with visual hallucinations (Cachia et al., 2015;
Delli Pizzi et al., 2014) and aberrant functional connectivity in patients with schizophrenia (Schilbach et al.,
2016; Tarasi et al., 2021).

A recent publication proposed that schizophrenia with positive symptoms and autism spectrum disorder
can be understood within the Bayesian predictive coding framework as opposite poles of a continuum
(Tarasi et al., 2021). Individuals with autism spectrum disorder underutilize predictions and contextual
information and rely rather on external stimulus-related sensory information. In contrast, individuals with
schizophrenia and positive symptoms are thought to base their perception too strongly on prior expecta-
tions (Fletcher and Frith, 2009).

This theory is supported by a previous study from our lab using a similar experimental design as the present
one (von der Lihe et al., 2016): Here, it was shown that individuals with autism spectrum disorder did not
use the contextual information of communicative gestures, although they did perceive the gestures them-
selves correctly. Thus, they did not have a performance advantage in the communicative as compared to
the individual condition.

Following this framework and logic, individuals with schizophrenia should rely on their predictions based
on the communicative gestures and thus make more false alarms in the communicative condition (i.e., have
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more illusions of the Bayesian ghost). That would be an interesting hypothesis to investigate in future
studies. As a recent study showed that hallucination proneness is correlated with the detection of the pres-
ence of socially relevant signals in noisy and ambiguous stimuli (Stuke et al., 2021), this could even be tested
first in a non-clinical population.

Activation differences in the anterior cingulate instead of the sensorimotor cortex in the
individual condition

In line with our hypothesis, the activation of the sensorimotor cortex predicted the occurrence and accom-
panied the appearance of the Bayesian ghost specifically in the communicative condition. In contrast, in the
individual condition, we found lower power in the time segment (1) before agent B's onset in the beta band
in the anterior cingulate cortex for false alarm compared to correct rejection trials. An activation of the
anterior cingulate cortex was associated with decision-making in the presence of only little predictive in-
formation (Domenech and Dreher, 2010; Myers and Wyart, 2011). As no predictions could be made based
on agent A's action for both false alarm and correct rejection trials in the individual condition, we cannot
entirely explain this difference between trials. We can only speculate that the higher activation of the ante-
rior cingulate cortex reflects the failure to gather enough predictive information based on agent A’s indi-
vidual gesture, which was more likely to lead to an incorrect response.

Conclusion

In this study, we investigated the neural correlates of seeing a Bayesian ghost. We used the term “Bayesian
ghost” to describe the phenomenon in which one has an illusory perception of a person responding to a
social cue because of prior expectations in social interactions. Our results demonstrated that activation of
the premotor cortex predicted the occurrence of seeing a Bayesian ghost. This pre-activation of the senso-
rimotor cortex was indicative of the formation of predictions about agent B's response to agent A's social
gesture. When these top-down predictions outweighed the processing of the sensory information in the
later time segment, the Bayesian ghost occurred (i.e., a false alarm was made). The actual appearance
of the Bayesian ghost was then accompanied by activation in the sensorimotor cortex and adjacent parietal
regions. While the activation of the sensorimotor cortex was involved in action perception (no matter
whether the observed movements were real or illusory), activation in the superior parietal cortex was asso-
ciated with the creation of the illusion of biological motion in absence of the actual agent B.

This provides a striking confirmation for the idea that our perception of the presence of others is strongly
influenced by our prior expectations. Importantly, we do not merely react to what we see, but rather use this
information to predict the presence and social behavior of others. Such an intuitive and effortless anticipa-
tion of others’ actions, intentions, and goals is crucial for successful social interaction, yet, as demonstrated
here, can also lead us to anticipate and actually see agents where there are none.

Limitations of the study

The limitation of this study was that out of the original sample of 41 participants, only the data of 20 par-
ticipants could be included in the EEG analyses for the communicative and 17 for the individual condition.
The reason is that it was difficult to find participants who achieved a performance of about 70% but still
made enough false alarms to allow reliable EEG analyses.
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REAGENT or RESOURCE SOURCE IDENTIFIER

Deposited data

EEG Segmented Data Single Trial This paper https://doi.org/10.17605/OSF.I0/9NQBW
EEG SLORETA Analyzed Data This paper https://doi.org/10.17605/OSF.I0/9NQBW
EEG MATLAB Code This paper https://doi.org/10.17605/OSF.IO/9NQBW
Behavioral Data Single Trial This paper https://doi.org/10.17605/OSF.I0/9NQBW
Behavioral Data MATLAB Code This paper https://doi.org/10.17605/OSF.I0/9NQBW

Software and algorithms

Psychophysics Toolbox (Version 3.0.14) Brainard (1997); Kleiner et al. (2007); http://psychtoolbox.org/docs/DownloadPsychtoolbox
Pelli (1997)
MATLAB R2016a und R2015b The MathWorks, Inc., Natick, https://de.mathworks.com/products/matlab.html
Massachusetts, United States
IBM® SPSS® Statistics version 24.0.0.0 IBM® SPSS® https://www.ibm.com/de-de/analytics/spss-statistics-software
JASP version 0.9.2 JASP Team, 2019 https://jasp-stats.org/
sLORETA v20190617 Pascual-Marqui (2007, 2002) http://www.uzh.ch/keyinst/loreta
BrainVision Analyzer 2.0 Brain Products® https://www.brainproducts.com/downloads.php?kid=9
RESOURCE AVAILABILITY

Lead contact

Further information and requests should be directed to and will be fulfilled by the lead contact, Elisabeth V.
C. Friedrich (elisabeth.friedrich@psy.Imu.de).

Materials availability
This study did not generate new unique reagents.

Data and code availability

® The EEG and behavioral data have been deposited at the Open Science Framework (https://osf.io/) and
are publicly available as of the date of publication. DOls are listed in the key resources table.

o All original code has been deposited at the Open Science Framework (https://osf.io/) and is publicly
available as of the date of publication. DOIs are listed in the key resources table.

® Any additional information required to reanalyze the data reported in this paper is available from the
lead contact upon request.

EXPERIMENTAL MODEL AND SUBJECT DETAILS

Participants

This study included 41 volunteers. Two participants were excluded from all analyses, as their performance
did not significantly exceed the chance level computed based on the formula of Mueller-Putz et al. (2008).
The remaining 39 participants (21 female) were between 20 and 50 years old (M = 25.62, SD = 6.37), right-
handed, had normal or corrected to normal vision, no diagnosis of neurological or psychiatric disorders,

and no history of medication intake. The Autism Quotient values were representative for a neuro-typical
control group (M = 15.64, SD = 5.55) (Baron-Cohen et al., 2001).

Participants were recruited at the Ludwig-Maximilians-Universitédt Minchen via flyers and circular emails.

Before the start of the study, all participants provided written informed consent. All participants received
10 € per hour as monetary compensation for their time and effort. The ethics committee of the
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Ludwig-Maximilians-Universitdt Minchen approved the experimental procedures, which are in accordance
with the guidelines of the Declaration of Helsinki.

METHOD DETAILS
Experimental design

The experimental design was based on the study of Zillekens et al. (2019) and implemented with the
Psychophysics Toolbox (Version 3.0.14; Brainard, 1997; Kleiner et al., 2007; Pelli, 1997) in Matlab R2016a
(The MathWorks, Inc., Natick, Massachusetts, United States).

Participants sat in front of a computer monitor (refresh rate = 60 Hz, resolution of 1280 x 1024) on which
black moving dots on a gray background were presented (Figure 1). On one side of the computer monitor,
the moving dots constituted a well recognizable point-walker (agent A), who performed either a commu-
nicative or an individual action out of six possible actions (communicative condition: asking to squat down,
asking to look at the ceiling, asking to sit down; individual condition: turning around, sneezing, drinking).
On the other side of the screen, the second point-walker (agent B) responded to agent A’s action in a cloud
of temporally and spatially scrambled moving dots in only 50% of the trials (signal trials: squatting down,
looking at the ceiling or sitting down). In the other half of the trials, agent B was replaced by a cloud of
randomly moving noise dots (noise trials: agent B absent). Thus, the actions of agent A defined trials as
the communicative or individual condition, whereas the presence or absence of agent B determined
whether it was a signal or noise trial (Figure 1A).

Each trial started with a blank screen for a jittered inter-trial-interval between 1.5-3 s and a fixation cross for
1 sindicating the subsequent position of agent A on the left or right side of the screen (Figure 1B). Then, the
video showing agent A was presented simultaneously with the cloud of dots on the other side of the screen
(with or without agent B). The total duration of moving dots (i.e., the video) on the screen ranged from
3600 ms to 4300 ms, depending on the specific action. While dots constituting agent B were present
and instable (i.e. presented using a limited life-time technique) from the beginning of each trial, the exact
onset of agent B’s goal-directed response action was defined by a goal/spatially-directed dot movement
exceeding a velocity of 10 angles/s for a minimal duration of 100 ms (Ansuini et al., 2015). Depending on the
specific movement, this meant that agent B's action started 1267-1567 ms after agent A's action. In all trials,
participants were asked to first watch agent A passively without any action required. Subsequently, partic-
ipants should observe agent B's responding action which was either masked or completely replaced by
noise dots. They were then required to indicate as fast as possible whether agent B was present (signal)
or absent (noise) with a button press. Responses had to be given before the dots disappeared. The position
of the response buttons for yes and no (V-or N-key) on a standard German (QWERTZ) keyboard was coun-
terbalanced across participants.

The position of the two point-walkers on the left or right side of the monitor was also counterbalanced. The
actions of the agents were chosen from the Communicative Interaction Database (Manera et al., 2010) in
the same way as in Zillekens et al. (2019). Manera et al. (2010) showed that participants could reliably
identify, which of the actions from the Database were meant to be communicative or individual ones. In
the experimental design, there were 13 possible dot positions to define agent B's body. However, only
6 were occupied by signal dots at a given time. After 200 ms, a dot disappeared and reappeared at another
position. The timing of dot appearance was desynchronized. This limited life-time technique was used in
order to avoid participants from depending on simultaneous transitions of dots constituting agent B's
body. For more details, please see Manera et al. (2011b) and Zillekens et al. (2019).

Procedure and EEG data acquisition

Before the EEG experiment participants provided their age and gender, and filled out the short form of the
Edinburgh Handedness Inventory (Veale, 2014), as well as an online version of the Autism Quotient (Autism
Research Center; Baron-Cohen et al. (2001). Additionally, participants were asked to confirm the absence
of neurological or psychiatric diagnosis, brain injuries, medication intake, and pregnancy in a short tele-
phone interview.

During the experiment, EEG was recorded from 61 scalp electrodes (Ag/AgCl ring electrodes; Easycap ®)

according to the international 10-10 system. Electrooculogram (EOG) was recorded from the left and right
outer canthi and below the left eye. The reference was placed on the tip of the nose and the ground
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electrode was placed at Fpz. Signal was acquired at a sampling rate of 1000 Hz using a 64-channel amplifier
system (BrainAmp, Brain Products ®), and impedances were kept below 10 kQ.

To ensure that participants were able to solve the task with an average performance of about 70% correct
responses, the level of difficulty (i.e., the number of noise dots masking agent B) was adapted individually
using a pretest of 108 trials and an established procedure; A cloud of dots potentially containing agent B
was presented with varying difficulty (i.e., a cloud of 5, 20, or 40 interfering dots), while participants indi-
cated whether agent B was present or absent in the cloud via button press. A cumulative Gaussian function
was fitted to the performance of the participants in order to obtain the number of dots corresponding to an
average accuracy of 70%. The minimum number of dots used was five, even when participants’ estimated
number of dots was lower (Manera et al., 2011a, 2011b; Zillekens et al., 2019). The individually calculated
number of noise dots was employed in the main part of the experiment to mask agent B.

The participants could practice the task of the main experiment during twelve example trials. For the main
experiment, 288 trials per participant were recorded (i.e., 72 trials per communicative/individual condition
x signal/noise trials). The experiment was divided into four 9-min blocks with breaks in between.

QUANTIFICATION AND STATISTICAL ANALYSIS

As we could not find any other study that investigated the Bayesian ghost in the brain, we could not base
our sample size on an a priori power analysis. A post-hoc analyses using G*power (Faul et al., 2007) indi-
cated that all our statistical analyses achieved a power of above 90%.

Behavioral data analysis and statistics

Behavioral data analysis was performed in MATLAB R201éa and statistical analysis in IBM® SPSS® Statistics
version 24.0.0.0 and JASP version 0.9.2 (JASP Team, 2019). Two participants of the original 41 had to be
excluded from all analyses because their performance was below chance level (Mueller-Putz et al., 2008).
The behavioral results were computed over the remaining 39 participants. As intended, participants
achieved an average performance of 71.65% (SD = 8.66) at an average difficulty level of 13.05 (SD =
10.07) interfering dots.

The onset of agent B's goal-directed response action was defined by adding 1500 ms to the video onset of
the action 'squatting down’, 1267 ms to the video onset of the action looking at ceiling’, and 1567 ms to the
video onset of the action ‘sitting down’ (Figure 1B) (Ansuini et al., 2015). We excluded trials in which a
response was given before agent B's onset plus 200 ms or after the agents A and B had already
disappeared.

For statistical analysis, we computed a 2X2 repeated-measures ANOVAs for the factors ‘condition’ (i.e.,
communicative or individual) and ‘type of response’ (i.e., false alarm or correct rejection trials). The depen-
dent variable was the number of false alarms and correct rejections in the communicative and individual
conditions. Normal distribution was confirmed for all variables using the Kolmogorov Smirnoff test (p <
0 .05). The statistical tests were performed two-tailed. Results were assumed as statistically significant if
the probability of the results being random (i.e., showing no differences between groups) was less than
5% (p < 0.05). The descriptive and statistical details indicated by the mean (M), standard deviation (SD),
the number of participants (N = 39), the effect size partial Eta squared (partial nz) and the F-value with
the degree of freedom (F, ) can be found in the result section.

EEG data analysis and statistics

For pre-processing of the EEG data, BrainVision Analyzer 2.0 (Brain Products ®) was used. In a visual inspec-
tion, large artifacts were excluded, and bad channels were interpolated. The data was filtered between 0.1
and 120 Hz (48 db/oct) with a notch filter of 50 Hz. The EOG channels were re-referenced to a bipolar refer-
ence (i.e., right - left horizontal EOG channels, bottom vertical EOG channel — FP1), whereas the EEG chan-
nels were re-referenced to a common average reference. An Independent Component Analysis for ocular
correction was computed for the bipolar EOG channels to detect blinks (vertical eye movements) and sac-
cades (horizontal eye movements). After components that clearly represented artifacts were removed, the
data was visually inspected for remaining artifacts again, which were then excluded. The data was re-
sampled to 1024 Hz for the sLORETA analysis.
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The data was not averaged and analyzed over the whole time course of the video because agent B's onset
and participants’ response times differed between trials. Thus, we extracted three time segments from
every trial with respect to these two events (Figure 1B):

(1) 1 s before agent B's onset (i.e., observation of agent A)
(2) 1s after agent B's onset (i.e., observation of agent B or noise dots)

(3) 1 s before the response (button press) occurred

Only trials in which a response occurred 1 s after agent B had started to move and before the stimuli had
disappeared were included. Thus, the segments are free of responses, which would elicit motor response
activation in the brain, and at the same time, all had a valid response. Time segment (2) can overlap with
time segment (3). We did not have a specific hypothesis about time segment (2) but included it to investi-
gate whether the effects of time segment (1) and (3) are continuously or very specifically tied to agent B's
onset and the response.

Segments without artifacts were exported for the following contrasts:

(1) false alarm (i.e., noise trials with an incorrect “yes” answer) and correct rejection (i.e., noise trials with
a correct “no” answer) trials in the communicative condition

(2) false alarm and correct rejection trials in the individual condition as a control

(3) hittrials (i.e., signal trials with a correct "yes"” answer) in the communicative condition as a control (to
be compared with false alarm trials)

The contrasts in the communicative condition included 20 participants who had a minimum of 15 artifact-
free false alarm,15 correct rejection and 15 hit trials. A minimum of 15 trials was shown to produce stable
EEG patterns (HansImayr et al., 2009). In the individual condition, 17 participants had a minimum of 15 arti-
fact-free trials for each type of response. As the experimental task was designed in a way that participants
performed with an accuracy of about 70% (Zillekens et al., 2019), numerous participants had to be excluded
because they did not have enough false alarm trials. As it was especially difficult to find participants who
had enough false alarm trials in the individual condition, the 17 participants can differ between time seg-
ments and to the communicative condition.

The EEG power analyses were performed according to a data-driven Whole Brain Analysis using Matlab
R2015b and sLORETA v20190617 (Pascual-Marqui, 2002, 2007).

EEG crossspectra were computed over all single trials, separately for each subject and condition, in the fre-
quency range between 1-40 Hz and global field power was extracted. The data across the whole brain was
then transformed from scalp-level data into voxel-based Standardized Low Resolution Electromagnetic
Tomography (sLORETA) data (i.e., source space).

For statistical analysis, the data was averaged into the following frequency bands: alpha (8-12 Hz), lower
beta (13-17 Hz), and upper beta (18-25 Hz) for each of the three time segments: (1) 1-s before and (2)
1-s after agent B's onset and (3) 1-s before the response. A two-tailed t-statistic was computed for paired
groups using the sSLORETA built-in voxelwise randomization test (5000 permutations). This correction for
multiple comparisons is based on statistical non-parametric mapping (SnPM) to obtain corrected critical
thresholds and p values and included all voxels across the whole brain. Significance was defined by the
t-value exceeding the threshold based on the critical t-value on the 5% alpha level and indicated by
p > 0.05. The descriptive and statistical details including the number of participants (N = 20 for the commu-
nicative and N = 17 for the individual condition) and the effect size Cohen’s d, (dz) can be found in the re-
sults section and in the legend of Figure 2. Indicated numbers in the manuscript were rounded to two dec-
imal places although calculations are based on more decimal places.
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