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Abstract

Emotional experiences deeply impact our bodily states, such as when we feel ‘anger’, our fists close and our face burns. Recent studies 
have shown that emotions can be mapped onto specific body areas, suggesting a possible role of the primary somatosensory system 
(S1) in emotion processing. To date, however, the causal role of S1 in emotion generation remains unclear. To address this question, we 
applied transcranial alternating current stimulation (tACS) on the S1 at different frequencies (beta, theta, and sham) while participants 
saw emotional stimuli with different degrees of pleasantness and levels of arousal. Results showed that modulation of S1 influenced 
subjective emotional ratings as a function of the frequency applied. While theta and beta-tACS made participants rate the emotional 
images as more pleasant (higher valence), only theta-tACS lowered the subjective arousal ratings (more calming). Skin conductance 
responses recorded throughout the experiment confirmed a different arousal for pleasant versus unpleasant stimuli. Our study revealed 
that S1 has a causal role in the feeling of emotions, adding new insight into the embodied nature of emotions. Importantly, we provided 
causal evidence that beta and theta frequencies contribute differently to the modulation of two dimensions of emotions—arousal and 
valence—corroborating the view of a dissociation between these two dimensions of emotions.

Keywords: transcranial alternating current stimulation (tACS); emotion perception; emotion generation; embodied emotion; 
somatosensory primary system
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Introduction
The role of the human body in generating and perceiving 
emotional subjective experiences has been discussed over a cen-

tury, with views placing the body either as a direct trigger of any 

emotional reaction (James–Lange theory) or as a coactive part dur-

ing any emotional experience (Cannon–Bard theory) (James 1884, 

Cannon 1927, Darwin 1965).
New lifeblood of this debate has come from the idea of placing 

emotions within an embodied cognition perspective, highlighting 

the involvement of sensory, perceptual, somatosensory, motor, 

and linguistic representations not only when we experience emo-

tions but also when we think about them (Niedenthal et al. 2005, 
Niedenthal 2007, Niedenthal and Maringer 2009, Winkielman 
et al. 2015, Carr et al. 2018). Specifically, in this view, the sub-
jective perception of bodily internal states, external stimulus, 

and conceptual knowledge about the world underlie any infor-
mation processing that contributes to forming different mental 
states. Among those elements, somatosensory representations 

specifically have played a crucial role in emotion processing. 

Indeed, an embodied perspective considers any cognitive process 

as deeply rooted in the body’s interactions with the world (Wilson 
2002, Foglia and Wilson 2013).

Evidence for this perspective comes from studies that have 
demonstrated, e.g. that perceiving and discriminating emotional 
expressions, as opposed to neutral ones, triggers embodied res-
onance in sensorimotor regions, which implies re-enacting the 
visceral, somatic, proprioceptive, and motor patterns associated 
with the observed expressions (Niedenthal 2007, Keysers and Gaz-
zola 2009, Rudrauf et al. 2009, Keysers et al. 2010, Gallese and 
Sinigaglia 2018).

The tight relationship between emotions and body is further 
evidenced by studies in which an artificial manipulation of bodily 
feedback or facial expression and body postures can alter emo-
tional attribution (Price and Harmon-Jones 2015). It has been 
observed that perceived emotional intensity/salience of neutral 
faces increases when accompanied by false feedback of increased 
heart rate (Gray et al. 2007), and the more accurately participants 
can track heart rate, the stronger is the observed link between 
heart rate changes and subjective ratings of arousal (but not 
valence) of emotional images (Dunn et al. 2010). For example, the 
processing of brief fear stimuli is selectively gated by their timing 
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in relation to individual heartbeats: fearful faces are detected 
more easily and rated as more intense at systole than at diastole 
(i.e. when the heart muscles contract) (Garfinkel et al. 2014). Even 
some artificial manipulation of organ activity can induce emo-
tions; for instance, intravenous administration of cholecystokinin 
can provoke panic attacks (Harro and Vasar 1991, Rehfeld 2021) 
and interfere with unpleasant tastes and smells, eliciting adverse 
somatovisceral responses (Wicker et al. 2003, Jabbi et al. 2007).

The specific involvement of the somatosensory cortices in 
perceiving and discriminating emotion is also supported by func-
tional magnetic resonance imaging (fMRI) studies (Adolphs et al. 
2000, Adolphs 2002, Nummenmaa et al. 2008, Straube and Milt-
ner 2011, Terasawa et al. 2013, Giraud et al. 2024), as well as 
other neuroimaging techniques (Damasio et al. 2000, Rudrauf 
et al. 2009, Sel et al. 2014, 2020). For example, fMRI studies have 
shown that perceiving vocal and facial expressions of emotion 
yields haemodynamic activity in the right somatosensory cortex 
that discriminates among emotion categories (Kragel and LaBar 
2016). In a positron emission tomography study, Damasio and 
colleagues (Damasio et al. 2000) showed that the process of feel-
ing emotions involves the engagement of brain regions required 
in the homeostasis of bodily states, such as the somatosensory 
areas and upper brainstem nuclei. Moreover, other regions such as 
the amygdala, the anterior insula, the anterior cingulate cortex, 
the primary somatosensory cortex, and the medial prefrontal cor-
tex (PFC) have shown stronger activation for threatening images 
compared to neutral ones (Straube and Miltner 2011).

Further research using transcranial magnetic stimulation 
(TMS) (Pourtois et al. 2004, Pitcher et al. 2008) and lesion methods 
(Adolphs et al. 2000, Atkinson and Adolphs 2011) has also demon-
strated the contribution of nonvisual cortical areas, e.g. right 
somatosensory cortices, during the early stage of facial emotion 
expression recognition. These findings align with embodied cog-
nition theories, claiming that recognizing facial expressions also 
requires the internal simulation of the somatovisceral responses 
associated with the perceived facial expression. Even electroen-
cephalography (EEG) studies have revealed that somatosensory 
areas are involved in facial emotion recognition and understand-
ing others’ emotional states (Sel et al. 2014, 2020). An EEG study 
by Sel et al. (2014) showed that the somatosensory cortex plays 
an important role in face emotion processing (i.e. happiness and 
fear) over and above any visual carryover activity. Indeed, emo-
tional face processing influenced somatosensory responses to 
both face and finger tactile stimulation, implying a wider pro-
cess that includes nonfacial cortical representations, too, and 
providing neural evidence for emotional expression embodiment 
beyond visual analysis of emotions.

Thus, the literature mentioned so far suggests a tight rela-
tionship between emotions, the body, and the brain, particu-
larly implying the involvement of the somatosensory cortices in 
processing emotional experiences. However, whether there is a 
causal role of the somatosensory cortices in emotion percep-
tion and generation remains to be deepened. Such knowledge 
is pivotal to better understanding the physiological theories of 
emotions, as well as aligning with embodied cognition theories.

Here, we investigated the causal link between generated emo-
tions and the somatosensory system by temporarily altering 
brain oscillations around the primary somatosensory cortices (left 
and right S1) using transcranial alternating current stimulation 
(tACS). tACS is a relatively new electrical brain stimulation tech-
nique that delivers alternating electric currents directly to the 
scalp, frequency-dependent manner and modulating the activ-
ity of a specific targeted area of the brain (Paulus 2011, Antal 

and Paulus 2013). tACS is considered to entrain endogenous brain 
rhythm by modifying underlying membrane potential (Chan and 
Nicholson 1986) and has been demonstrated to influence both fre-
quency (Helfrich et al. 2014) and synchronization (Polanía et al. 
2012), even though the underlying neural mechanism and the 
on-set/off-set effects are not completely understood. Contrary to 
other neuroimaging techniques (e.g. fMRI), which mostly can pro-
vide correlational accounts between brain activity and behaviour 
or cognition, tACS can be used to assess a direct causal rela-
tionship between a specific portion of the brain and a certain 
cognitive process, processing emotions in our case. For instance, 
it has been found that the TMS-induced phosphene threshold is 
reduced by 20 Hz tACS stimulation during 5–8 min per session (i.e. 
increased visual cortex excitability) (Kanai et al. 2010). This sug-
gests that tACS can be used to establish a causal relationship 
between rhythmic cortical processes and their functions.

To date, tACS has been mainly used in research settings to 
modulate primary motor cortex (Feurra et al. 2011, Pollok et al. 
2015, Sugata et al. 2018) or higher-order functions, such as mem-
ory and executive processing (Sela et al. 2012a, Pahor and Jaušovec 
2014, Jaušovec and Jaušovec 2014a). There is still little research 
that has investigated the possible modulatory effects of tACS 
stimulation on the primary somatosensory cortex by demonstrat-
ing statistically robust efficacy, and, to the best of our knowledge, 
most studies have hypothesized a cortical entrainment due to 
neurostimulation based primarily on the observation of changes 
in behavioural measures (Gundlach et al. 2016a, Wittenberg et al. 
2019, Manzo et al. 2020a). For example, tACS applied over S1 
has proved to induce tactile sensations in a frequency-dependent 
manner (Feurra et al. 2011a) and is able to modulate early 
somatosensory information processing at the S1 level (Fabbrini 
et al. 2022). This suggests that this technique can be effective at 
directly interacting with the cortical activity and can successfully 
modulate the somatosensory cortex (Tamè and Holmes 2023).

In the present study, the targeted area (i.e. somatosensory pri-
mary cortex) and frequencies of tACS were chosen based on a 
careful inspection of the previous literature on the role of neu-
ral oscillation in somatosensation and emotion processes. Thus, 
we decided to specifically target two frequencies: beta frequency 
(12.5–30 Hz) for somatosensation and theta frequency (4–8 Hz) 
for emotion processes. In particular, beta frequency has proved 
to be a sort of ‘natural frequency’ reflecting sensorimotor activ-
ity. Previous electro- or magnetoencephalography studies using 
a correlative approach have shown that beta neural oscillations 
emerging in the sensorimotor area can influence the regulation 
of motor response vigour (e.g. slowness of movements), and they 
are involved in the motor control of repetitive finger movements 
(Guerra et al. 2018, Uehara et al. 2023). tACS applied at 20 Hz 
can slow down voluntary movements (Gilbertson et al. 2005, 
Pogosyan et al. 2009, Rosanova et al. 2009, Joundi et al. 2012, Wach 
et al. 2013) by disrupting sensorimotor integration. tACS over the 
somatosensory cortex has shown encouraging effects on induc-
ing tactile sensation and increased tactile discrimination with the 
involvement of alpha, high gamma, and beta frequencies (Feurra 
et al. 2011a, Gundlach et al. 2017, Saito et al. 2021). Despite this, 
however, it is important to note that results are still contradic-
tory regarding the robustness of the effects of tACS on S1 (Manzo 
et al. 2020a). Regarding the emotion domain, beta activity has 
been poorly explored in response to emotional stimuli, and the 
results are still contradictory (Balconi and Pozzoli 2007, Güntekin 
and Basar 2007, Knyazev et al. 2008, Okazaki et al. 2008). In broad 
terms, beta activity appears to be linked to changes in sensory 
processing and oscillatory events within the sensorimotor cortex 
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of humans. This observation suggests that beta activity may con-
currently impact cortical sensory processing, motor output, and 
sensory–motor interactions (Lalo et al. 2007, Haegens et al. 2011, 
Baumgarten et al. 2015).

On the contrary, theta rhythm does not seem to have a major 

role in somatosensory cortical processing (Cheyne 2013); in turn, 

it seems to be involved in attentive, cognitive, and emotional 

processes (Balconi and Pozzoli 2009, Ertl et al. 2013). Indeed, 

different studies suggest the importance of low-frequency oscil-

lations in delta, theta, and alpha bands in the context of emotion 
processes, e.g. emotion regulation (ER) and negative stimuli pro-

cessing. Theta oscillations were typically related to emotional reg-

ulation and involved in both dimensions of emotions, i.e. ‘affective 

valence’ and ‘valence’. For example, a study by Aftanas et al. 

(2001) revealed a different modulation of the theta band caused by 
the ‘affective valence’ of the emotional picture presented and an 
increase in theta activity in the amygdala caused by the ‘arousal’ 
of the emotional stimuli experienced (e.g. fear; Pare 2003, Lesting 
et al. 2011, Ertl et al. 2013). Moreover, recent research showed that 
event-related theta band (3–7 Hz) responds to prolonged visual 
emotional stimulation (e.g. theta responds to the emotional sig-
nificance of the face in processing facial expression; Sollfrank 
et al. 2021) and responds to negative stimuli within the right side 
of the scalp (Krause et al. 2000, Güntekin and Basar 2007, Knyazev 
2007, Balconi and Lucchiari 2008, Balconi and Pozzoli 2009).

In sum, beta and theta frequencies were chosen to possibly 
differentiate the contribution of somatosensory and emotional 
processes in the somatosensory cortices when exposed to emo-
tional scenes [e.g. stimuli from International Affective Pictures 
System (IAPS)] that activate feelings of emotions. Based on the 
hypothesis that cortical regions that commonly respond to tac-
tile and more generally bodily sensations (e.g. somatosensory 
primary cortices) could contribute significantly to subjective emo-
tion experiences, we asked participants to rate emotional scenes 
while stimulated with tACS, assuming that if the S1 is involved 
in emotional processing, participants would rate the valence (i.e. 
unpleasantness/pleasantness) and/or arousal (i.e. exciting/calm-
ing) of those scenes differently before stimulation compared to 
during stimulation.

Moreover, skin conductance responses (SCRs) were recorded 
throughout the experiment to obtain a measure of the general 
physiological arousal of the participants and to control that emo-
tional stimuli were really felt as more arousing than neutral 
ones (i.e. significant skin conductance response for pleasant and 
unpleant stimuli than for neutral stimuli). We did not expect tACS 
to modulate autonomic activity, as previous studies did not find a 
statistically robust effect on SCRs (Jensen et al. 2014, May et al. 
2021). On the contrary, and in line with an embodied view, we 
expected to find changes in the processing of emotions when 
S1 was stimulated bilaterally. Specifically, we expected to find a 
modulatory effect of beta and theta stimulations on participants’ 
ratings compared to when a sham stimulation is applied. Selective 
influence of either beta or theta frequency (i.e. more influence on 
participants’ rating of one of the two frequencies) would provide 
evidence of the weight of either the somatosensory or emotional 
component in the processing of emotions.

Materials and methods
Participants
Sixty participants of both genders (N = 40 females, age range: 
20–35 years; mean ± SD: 24 ± 4) participated in the study. The 
sample size was chosen following a priori sample size calculation 
for a repeated measures analysis of variance (rmANOVA, 0.25 

effect size, 𝛼 err. prob. 0.05, and power 0.95, N = 36) (Faul et al. 
2007, 2009). Participants were recruited among the student pop-
ulation of the University of Kent. All participants gave informed 
consent prior to testing and were informed about the experimen-
tal procedure. The study was conducted in accordance with the 
Declaration of Helsinki (Anon 2013) and approved by the local 
ethical committee of the School of Psychology at the University 
of Kent (Protocol number: 7661).

Participants were pseudo-randomly assigned to three different 
stimulation conditions associated with three experimental groups 
of 20 participants each, attempting to balance participants for age 
and gender.

Stimuli and procedure
This experiment was designed as a double-blind, between-
subjects, sham-controlled trial study to avoid awareness of condi-
tion assignments and learning effects. One researcher performed 
the study (G.M.), whereas a second researcher set the tACS param-
eters and assigned participants randomly to one of the three stim-
ulation frequencies (i.e. beta, theta, or sham) (L.C.). Participants 
were pseudo-randomly assigned to three different stimulation 
conditions:

• Beta-tACS group received active neurostimulation applied in 
the beta frequency range (20.11 Hz, cycle 18 000, fade in 200 
cycles).

• Theta-tACS group received active neurostimulation applied 
in the theta frequency range (6.00 Hz, cycle 5400, fade in 60 
cycles).

• Sham-tACS group, or control group, in which participants 
received only a few seconds of neurostimulation, so the pro-
cedure mimicked the characteristics of active stimulation 
to achieve blinding integrity (i.e. maximum 6–8 s of active 
stimulation; afterwards, the device was turned off).

Participants had no history of neurological or psychiatric disor-
ders and normal or corrected-to-normal vision. Before testing, all 
participants were assessed on the Edinburgh Handedness Inven-
tory (Oldfield 1971); most of them were right-handed, except five 
who were left-handed.

They also answered the Multidimensional Assessment of Inte-
roceptive Awareness scale, Version 2 (MAIA-2, Mehling et al. 
2018), to examine whether participants might differ in their inte-
roceptive awareness, i.e. higher scores indicate beneficial self-
reported interoception. MAIA-2 is an 8-subscale state-trait self-
report questionnaire used to measure multiple dimensions of 
interoception, conceived as the nervous system’s process of per-
ceiving, interpreting, and integrating signals from within the body 
(Eggart et al. 2021). Low interoceptive awareness has been linked 
to issues with emotion awareness and modulation (Price and 
Hooven 2018). The results from the MAIA-2 focus on the individual 
scale scores as a total score is not meaningful (Mehling et al. 2018). 
Participants’ scores and data analysis can be found in the Sup-
plementary materials (see Supplemental Materials, https://osf.io/
a5c93/).

Stimuli were selected from the IAPS (Lang et al. 1999), accord-
ing to the arousal norm rating (i.e. we selected the most arousing 
images) as a function of gender. In other words, we created 
two subsets of stimuli fitting best to male and female partici-
pants. Then, images were divided into 4 categories, 15 per cat-
egory: pleasant high arousal (PHA), pleasant low arousal (PLA), 
unpleasant high arousal (UHA), and unpleasant low arousal (ULA) 
(see Table 1 in the Supplementary Material for the list of images 
used, Fig. 1b for stimuli example). SCR was recorded continuously 
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Table 1. Three experimental groups.

Group Total Male Female

Beta-tACS 20 7 13
Theta-tACS 20 7 13
Sham-tACS 20 6 14
Mean age 24.10 28.15 22.08
s.d. age 4.42 3.94 3.06

during the Intensity Rating task. The participants’ electrodermal 
activity was recorded using a biological signal amplifier (BIOPAC 
system MP35), and an optical connection was used to connect 
the amplifier to the computer. The signal was sampled at 1000 Hz 
(signal parameter set at 5 mho/V). The reference electrode was 
placed on the left hand’s ring finger, and a trigger was assigned 
to each category of images (i.e. four triggers in total). Data were 
analysed using MATLAB 2022b (Mathworks, USA). The data were 
split over different stimulus and stimulation conditions. The data 
of interest were extracted between −1 s and +20 s from the onset 
of the stimulus presentation. The data were baseline-corrected 
using the average of the activity between −1.5 s and −1.0 s of the 
onset of the stimulus presentation. Subsequently, the average of 
this activity was used for data analysis. Three participants were 
excluded from the analysis due to the poor quality of the signals 
recorded (final sample N = 57). Raw data and MATLAB script can 
be found at the following OSF link: https://osf.io/a5c93/.

Intensity rating task
The intensity rating task was divided into two blocks, with at least 
3 min breaks between those, and participants viewed a total of 120 
emotional images (60 per block):

• First block, labelled as ‘before-tACS’, was carried out without 
using neurostimulation (i.e. tACS).

• Second block, labelled as ‘during-tACS’, was carried out using 
neurostimulation (i.e. tACS) under three different stimula-
tion conditions (i.e. beta frequency, theta frequency, or sham 
mode; depending on the participant’s allocated group).

Each IAPS image was displayed on the screen for 6 s; afterwards, 
an interstimulus interval (ISI) of 4 s was delivered to allow the 
SCR from the previous trial to return to baseline (Sjouwerman 
and Lonsdorf 2019). A grey screen was displayed during the ISI. 
Afterwards, participants saw two intensity rating questions on 
the screen: ‘How much was the Arousal/Affective Valence of the 
image you just saw? Use the mouse to move along the continuous 
scale in the middle of the screen and rate it. A red triangle will 
appear to indicate your choice.’ They were instructed to rate, as 
fast as possible, the Affective Valence and Arousal within a contin-
uous scale of 0–5 presented on the screen, e.g. from ‘very unpleas-
ant/very calming’ ‘0’, to ‘very pleasant/very exciting’ ‘5’ (Fig. 1a 
shows an example of a typical trial). Before starting the exper-
iment, all participants were explained the meaning of Affective 
Valence and Arousal to make sure they understood the assign-
ment correctly. This is the text included in the information sheet: 
the Affective Valence scale covers the direction of the feeling or 
emotion. This ascertains if the feeling evoked by the image is pos-
itive or negative without mentioning how evocative it is. Instead, 
the Arousal scale refers to the intensity of the emotion experi-
enced in response to the image. It captures information about 
whether the material is calming or exciting without referencing 
the image’s positive or negative nature.

Transcranial alternating current stimulation
tACS was applied through a pair of saline-soaked surface sponge 
electrodes connected to a battery-driven alternated current stim-
ulator (DC-Stimulator PLUS, NeuroConn GmbH, Ilmenau, Ger-
many). We used 3 × 4 cm electrodes applied bilaterally to the 
primary somatosensory cortices (left and right S1), which were 
7.5 cm laterally from the vertex (Holmes and Tamè 2019, Holmes 
et al. 2019). A tACS fixed intensity of 1500 A was applied during 
active stimulation for 20 min, and the impedance between the 
electrodes was kept <8 kΩ to avoid any painful sensations.

At the end of the tACS stimulation, participants were asked 
to describe their subjective experience, indicating any physical 
sensation experienced. All responses generally pointed to the 
same physical sensations: an initial itching sensation on the skull 
where the patches were applied or no physical sensation at all. 
No side effects (e.g. visual flickering or painful sensations) were 
observed across participants. This survey was a modified version 
of the questionnaire developed by Fertonani et al. (2015) follow-
ing their items: at the end of tACS stimulation, participants were 
asked whether they experienced any physical sensations (e.g. 
itches, pain, burning, and heat) and for how long, and whether 
they believe to have received a real or placebo stimulation. Yet, 
the participants’ responses indicated that the physical feedback 
they experienced was never described as painful or annoying 
to the point of discontinuing the experiment, and they were 
unable to recognize which of the three experimental groups they
belonged to.

Statistical analysis
Behavioural analysis of subjective ratings
Subjective affective valence and arousal rating variables were 
analysed by rmANOVA using Jamovi software v2.3.28 (2023, 
https://www.jamovi.org). We performed two rmANOVAs, sepa-
rately for Affective Valence and Arousal dimensions, with Pleas-
antness (pleasant versus unpleasant), Intensity (high versus low), 
and Time (before versus during stimulation) as within-subject 
factors, and Stimulation (beta, theta, and sham) as a between-
subject factor. Significant interactions were further explored 
using Tukey’s post-hoc tests. The two separate ANOVAs were moti-
vated by our strong predictions about the different effects of tACS 
depending on stimuli emotion dimensions based on robust and 
consistent literature demonstrating that Affective Valence and 
Arousal should not only be considered as separable dimensions 
in the study of emotions but also appear to be related to differ-
ent brain circuits (Anderson et al. 2003, Small et al. 2003, Anders 
et al. 2004, Dolcos et al. 2004, Lewis et al. 2007, Nielen et al. 2009, 
Colibazzi et al. 2010, Kron et al. 2015).

SCR analysis
Similarly, SCR data were analysed by rmANOVA using Jamovi soft-
ware, with Pleasantness, Intensity, and Time as within-subject 
factors and Stimulation as between-subject factor.

Results
Effects of tACS on behavioural subjective ratings
The ANOVA performed on Affective Valence revealed a series of 
main effects and interactions. The main effects included: Pleas-
antness, F(1,57) = 648, P <.001, 𝜂2 = 0.81; Intensity, F(1,57) = 42.3, 
P <.001, 𝜂2 = 0.011; and Time, F(1,57), P <.001, 𝜂2 = 0.002. There was 
no main effect of Stimulation, F(2,57) = 0.85, P = .433, 𝜂2 = .001.

The analysis also revealed a series of interactions, such 
as Pleasantness and Intensity, F(2,57) = 237, P <.001, 𝜂2 = 0.05. 
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Figure 1. The figure display the experimental design (panel A), the stimuli and conditions (panel B), and the frequencies used during tACS stimulatuon 
(panel C).

As expected, this was caused by higher subjective ratings for 
pleasant high images (i.e. PHA) compared to unpleasant high 
images (i.e. UHA) [PHA: M = 3.72, SE = 0.08; UHA: M = 0.66, 
SE = 0.06, t(57) = 26.65, P <.001, dz = 6.03] and higher subjective rat-
ing for pleasant low images (i.e. PLA) compared to unpleasant low 
images (i.e. ULA) [PLA: M = 3.42, SE = 0.07; ULA: M = 1.42, SE = 0.11, 
t(57) = 10.26, P <.001, dz = 4].

There was a significant interaction between Intensity and 
Time, F(2,57) = 8.1, P = .006, 𝜂2 = 0, caused by higher subjective 

ratings for PHA and UHA images within ‘During’ compared to 
‘Before’ neurostimulation [High-Before: M = 2.15, SE = 0.03; High-
During: M = 2.23, SE = 0.03, t(57) = −3.65, P = .003, dz = 0.1], and 
higher subjective rating for PLA and ULA images within ‘Dur-
ing’ compared to ‘Before’ neurostimulation [Low-Before: M = 2.38, 
SE = 0.04; Low-During: M = 2.57, SE = 0.04, t(57) = −6.58, P <.001, 
dz = 0.2].

Finally, there was an interaction between Time and Stim-
ulation, F(2,57) = 12.53, P <.001, 𝜂2 = 0.001. Post-hoc analysis 
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revealed that participants showed higher ratings for Affective 
Valence across all image categories following beta stimulation 
[Before-Beta: M = 2.25, SE = 0.05; During-Beta: M = 2.48, SE = 0.05, 
t(57)= −8.3, P <.001, dz = 0.2] and theta stimulation [Before-Theta: 
M = 2.28, SE = 0.05; During-Theta: M = 2.42, SE = 0.05, t(57)= −5, 
P <.001, dz = 0.1] compared to sham mode [Before-Sham: M = 2.27, 
SE = 0.05; During-Sham: M = 2.30, SE = 0.05, t(57)= −1, P = .91].

The ANOVA performed on the Arousal dimension revealed 
a series of main effects and interactions. The main effects 
included: Pleasantness, F(1,57) = 90, P <.001, 𝜂2 = 0.2; Intensity, 
F(1,57) = 300.23, P <.001, 𝜂2 = 0.33. There was no main effect of 
Stimulation, F(2,57) = 0.1, P = 1, 𝜂2 = 0.001.

The analysis also revealed a series of interactions, such as 
Pleasantness and Intensity, F(2,57) = 8.75, P = .004, 𝜂2 = 0.005. 
As expected, this was caused by higher subjective ratings 
for unpleasant high images (i.e. UHA) compared to pleasant 
high images (i.e. PHA) [UHA: M = 3.64, SE = 0.11; PHA: M = 2.79, 
SE = 0.11, t(57)= −6.20, P <.001, dz = 1] and higher subjective rat-
ing for unpleasant low images (i.e. ULA) compared to pleasant low 
images (i.e. PLA) [ULA: M = 2.41, SE = 0.10; PLA: M = 1.22, SE = 0.10, 
t(57) = 11.20, P <.001, dz = 1.42].

There was a significant interaction between Intensity and 
Stimulation, F(2,57) = 3.74, P = .03, 𝜂2 = 0.008, caused by higher 
subjective ratings in Arousal dimension for high-image cate-
gories (i.e. PHA and UHA) compared to low-image categories (i.e. 
PLA and ULA) for all the three stimulation groups [Sham-High-
image: M = 3.18, SE = 0.16; Sham-Low-image: M = 1.92, SE = 0.15, 
t(57) = 9.02, P <.001, dz = 1.23. Theta-High-image: M = 3.33, 
SE = 0.16; Theta-Low-image: M = 1.62, SE = 0.15, t(57) = 12.23, 
P <.001, dz = 2. Beta-High-Image: M = 3.15, SE = 0.16; Beta-Low-
Image: M = 1.92, SE = 0.15, t(57) = 8.57, P <.001, dz = 1.24].

Finally, there was an interaction between Time and Stimula-
tion, F(2,57) = 6.9, P <.002, 𝜂2 = 0.003. Post-hoc analysis revealed 
that participants showed higher ratings for Arousal across 
all image categories following theta stimulation [Before-Theta: 
M = 2.56, SE = 0.14; During-Theta: M = 2.38, SE = 0.14, t(57) = 3.3, 
P = .022, dz = 0.14] compared to beta stimulation [Before-Beta: 
M = 2.51, SE = 0.14; During-Beta: M = 2.56, SE = 0.14, t(57) = −0.84, 

P = .96] and sham mode [Before-Sham: M = 2.50, SE = 0.14; During-
Sham: M = 2.60, SE = 0.14, t(57) = −1.62, P = .6].

Overall, we can observe effects on behaviour (i.e. subjective 
evaluations) for neurostimulation but not for the sham mode, in 
which beta and theta frequency seem to influence the Affective 
Valence dimension of images, making all four categories of stim-
uli perceived and subsequently rated as more pleasant (i.e. PHA, 
PLA, UHA, and ULA). Moreover, theta frequency seems to influ-
ence the perceptual arousal of images, showing a calming effect 
on all four categories of stimuli (i.e. only during theta-tACS stim-
ulation participants rated emotional stimuli as less arousing than 
they did before neurostimulation) (see Fig. 2a and b).

Effects of tACS on SCR
The analyses revealed a main effect of image Pleasantness, i.e. 
unpleasant images (M = 2.88, SE = 0.4, P = .001) showed higher SCR 
responses than pleasant ones [M = 2.25, SE = 0.32; F(1,54) = 11.67, 
P = .001, 𝜂2 = 0.009; see Fig. 3a and b]. No other main effects on 
the SCR data were found for Time [e.g. before versus during stim-
ulation; F(1,54) = 0.91, P = .344, 𝜂2 = 0.001] or Intensity [e.g. high 
versus low; F(1,54) = 1.20, P = .277, 𝜂2 = 0.001]. No significant differ-
ences between Stimulation (e.g. sham, theta and beta) were found 
[F(2,54) = 2.44, P = .1, 𝜂2 = 0.055].

Discussion
This study investigated the causal role of the somatosensory 
system—with a focus on the primary somatosensory cortex—in 
the perception and generation of emotions using a neurostimula-
tion approach. By altering the activity of the somatosensory cor-
tex, we aimed to document to what extent S1 might be implicated 
in emotional processing.

The most important finding is that temporarily altering the 
brain oscillations in the somatosensory cortices altered the sub-
jective perception of emotional images and the subjective feeling 
of emotions associated with them (i.e. behavioural responses to 
emotional Affective Valence and Arousal dimensions). Indeed, 
both beta and theta frequencies modulated participants’ ratings 

Figure 2. Interaction effects. (a) For all categories of stimuli, participants rated them as more positive (i.e. regarding the Affective Valence dimension) 
following beta and theta stimulations, showing an enhancement in subjective ratings following those neurostimulations, but not the sham mode. (b) 
For all categories of stimuli, participants rated them as more calming (i.e. regarding the Arousal dimension) following theta stimulation, showing a 
decrease in how participants rated the arousing of images Error bars represent the standard error of the mean (±SEM).
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Figure 3. (a) Visual graphs of SCR data processing. Graphs visually show any possible changes in participants’ SCRs in the two experimental 
conditions, before and during tACS stimulations, for all image categories (UHA, ULA, PHA, and PLA). (b) The main effect of pleasantness in 
physiological data (i.e. SCR): we can only observe a difference in participants’ physiological responses between pleasant images (PHA and PLA) 
compared to unpleasant images (UHA and ULA).

but in a slightly different fashion. In other words, both beta and 
theta were found to be involved in the Affective Valence of emo-
tion and to modulate the perception of pleasant (i.e. PHA and PLA) 
and unpleasant (i.e. UHA and ULA) images, particularly increas-
ing the positivity associated with them. On the other hand, theta 
modulated the aspects related to the Arousal of emotions, low-
ering the subjective arousal associated with all image categories. 
Thus, it appears that, depending on the frequency, the somatosen-
sory system contributes to the perceptual judgement of emotional 
Affective Valence and Arousal.

Affective Valence and Arousal are considered the two primary 
dimensions describing the affective experience (Russell 1980), 
and although it is intrinsically difficult to dissociate the neu-
ral coding of these affective dimensions in the human brain, 
recent studies have shown that the affective representations of 
Arousal and Valence may draw upon dissociable neural substrates 
(Anderson et al. 2003, Small et al. 2003, Lewis et al. 2007, Kron 
et al. 2015, Gerdes et al. 2010). It has been proposed that neu-
ral circuits mediate various facets of emotional responses. For 
instance, behavioural reactions associated with Affective Valence 
exhibit a positive correlation with the amygdala and insular cor-
tex activity, whereas Arousal responses display a correlation with 
thalamic and frontomedial activity (Anders et al. 2004); further-
more, peripheral physiological responses (e.g. SCR and startle 
reflex) also appear to contribute to the functional specialization 
of brain structures (Mahon and Cantlon 2011, Critchley and Har-
rison 2013). In particular, it has been shown that an increase in 
the startle reflex aligns with amygdala activity, whereas SCRs cor-
respond to frontomedial activity; in contrast, Affective Valence 
and Arousal responses are associated with insular and thalamic 
activity, respectively (Anders et al. 2004). This divergence can 
also be observed in patients with brain-focal lesions in different 
brain areas, where dissociations between peripheral physiolog-
ical and verbal responses emerged (Bechara et al. 1995, Peper 

and Irle 1997, Williams et al. 2001, Sánchez-Navarro et al. 
2005, Soussignan et al. 2005). Furthermore, in the chemosensory 
domain, a dissociation between these two emotion dimensions 
can be observed, in which the cerebellum, pons, middle insula, 
and amygdala process arousal irrespective of valence, whereas 
the anterior insula-operculum and orbitofrontal cortex process 
valence-specific responses (Anderson et al. 2003, Small et al. 2003, 
Lewis et al. 2007).

A dissociable effect of Arousal and Affective Valence can be 
observed in the PFC activity indexing emotional evaluation and 
subsequent memory, too, in which dorsomedial PFC activity is 
sensitive to arousal dimension, while ventromedial PFC activity 
is sensitive to positive valence (Dolcos et al. 2004). This gives rise 
to the hypothesis that diverse facets of emotional responses are 
governed by distinct neural circuits. Such a proposition aligns 
with psychological theories positing the foundational structure 
of emotion, contending that emotional experience arises from 
the activation of distinct dimensions representing emotional 
arousal and valence (Russell 1980, Lang et al. 1993, Barrett and 
Russell 1999, Britton et al. 2006). In accordance with previous 
research, our results show a similar dissociation between valence 
and arousal dimensions, suggesting that neurostimulation (i.e. 
tACS) of the primary somatosensory cortices may affect differen-
tial aspects of emotional processes, e.g. the participants’ verbal 
responses, following the use of distinct frequencies (i.e. beta and 
theta frequencies).

All frequency bands of human cortical activity may have 
some functional significance, and each frequency band could 
be linked with specific processes (Abhang et al. 2016, Klimesch 
2018). Indeed, beta and theta frequencies can be related to dif-
ferential brain functions and outcome behavioural responses. 
Theta is associated with several brain functions, ranging from 
emotion-related behaviour and exploratory locomotion to high 
cognitive processes (e.g. working memory or executive processing;
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Sela et al. 2012a, Jaušovec and Jaušovec 2014a) (Korotkova et al. 
2018). In the domain of emotion processes, theta has been 
linked to the perception and evaluation of arousing and salience 
emotional cues (Aftanas et al. 2001a, Balconi and Pozzoli 2009, 
Knyazev et al. 2009), in which, e.g. affective valence discrimina-
tion is associated with the early time-locked synchronized theta 
activity (Aftanas et al. 2001a), whereas a larger synchronization in 
the left anterior and bilaterally over the posterior cortical leads to 
arousal discrimination (Aftanas et al. 2002). Research conducted 
by Mai et al. (2019) has demonstrated that inhibition of interocep-
tive network structures (specifically, the frontotemporal anterior 
insula network and somatosensory cortices) through repetitive 
TMS, employing continuous theta burst stimulation, disrupts both 
the arousal and valence components of emotional processing. Par-
ticularly, theta seems to be related to the emotion recognition 
(ER) process, which corresponds to a person’s ability to effec-
tively manage and respond to an emotional experience. Studies 
targeting internalizing psychopathologies characterized by distur-
bances in ER have shown that electrical neurostimulation has 
a beneficial effect on reported internalizing symptoms (Peña-
Gómez et al. 2011, Berlim et al. 2013, Feeser et al. 2014, Conson 
et al. 2015, McAleer et al. 2023). Moreover, McAleer et al. (2023), 
using offset theta-tACS, placing electrodes in the two positions 
between which the highest theta synchrony was recorded at base-
line, showed that participants displayed changes in behavioural 
response with lower reappraise of valence and arousal score, as 
well as improvements in their clinical score for depression and 
anxiety (McAleer et al. 2023).

Otherwise, beta frequency has been predominantly observed 
in sensorimotor cortices and basal ganglia structures, linking its 
oscillations with changes in the somatosensory processing and 
motor control (Haegens et al. 2011, Baumgarten et al. 2015, Barone 
and Rossiter 2021). Recently, it has been shown that beta is also 
involved in emotion processing related to the Affective Valence 
dimension of emotions. Studies have observed a potentiation and 
extension of distributed activation of beta oscillatory responses 
during the presentation of affective stimuli. Specifically, beta 
oscillatory responses were higher for unpleasant emotional stim-
uli in the parietal and occipital areas, and in the occipital area for 
pleasant emotional stimuli (Güntekin and Basar 2007, Güntekin 
and Başar 2010).

Our results are in line with previous reports in the literature, 
showing an involvement of theta oscillatory activity in relation to 
both the Affective Valence and Arousal dimensions of emotions 
and, instead, a response of beta oscillatory activity only for the 
Affective Valence dimension of emotions. Overall, this evidence 
points to both theta and beta frequencies being engaged during 
emotional processes, highlighting different aspects of the same 
phenomenon. In line with previous literature, our data demon-
strated the different contributions of these frequencies in the 
perception of emotions, adding new perspectives on the involve-
ment of the somatosensory system in affective processes. The 
somatosensory system seems to have a causal role in the per-
ception of cognitive and affective dimensions associated with 
emotions: neurostimulation of this area has shown effects on 
the perceptual judgement of emotional contexts in which theta 
seems to contribute more to cognitive and semantic aspects of the 
emotion (i.e. deciding whether it is positive or negative and thus 
lowering arousal) and beta controls the intensity associated to 
the emotion (i.e. perceiving images as more pleasant). Our study 
marks an initial endeavour to explore the role of S1 in emotional 
processes employing tACS, providing preliminary insights into this 

emerging research perspective and indicating the need for subse-
quent investigations to further elucidate the implications of S1 
involvement in emotional processing. Indeed, the neuromodula-
tory mechanisms and effects of tACS on emotion processing are 
still to be unravelled.

Unlike the behavioural data, we found no effect of tACS on 
physiological responses (i.e. SCR data), which we used more as a 
control measure of the experimental task. Indeed, the main effect 
of pleasantness (pleasant versus unpleasant) observed allowed 
us to find what we expected: a difference between the images 
used in the experiment. Indeed, the physiological response to pos-
itive versus negative images differs, giving credibility to the IAPS’s 
categorical division of emotional stimuli selected for this study. 
The absence of evident impact of tACS on autonomic response 
(e.g. SCR) may be attributed to various factors. First, our electrode 
montages might have elicited some marginal stimulation of brain 
regions located near the intended target (e.g. related associative 
area and motor area), thereby introducing potential confounding 
variables. Although we cannot be sure that we did not also stimu-
late areas adjacent to S1, the position of the electrodes was chosen 
on the basis of precise coordinates taken from previous studies 
(Holmes and Tamè 2019, Holmes et al. 2019) and customized to 
each participant’s scalp. Furthermore, the areas adjacent to S1 
that may have been stimulated with tACS are nevertheless part 
of a brain circuit, namely the sensorimotor circuit, which is con-
sidered a larger network of which S1 is also a part and involved 
in various emotional processes (Carr et al. 2003, Leslie et al. 2004, 
Davis et al. 2017, Quadrelli et al. 2021, Botta et al. 2022). Moreover, 
such residual stimulation, if present, would have been very low 
and not focal as for the one that reached the target site. Second, 
the a priori selection of stimulation intensity is a delicate aspect to 
consider, as it may influence the balance between the magnitude 
of the potential effect and the successful blinding of participants 
in experimental procedures; however, previous research reported 
significant effects using a stimulation intensity of 1 mA peak-to-
peak, which is lower than the one we used (i.e. 1.5 mA) (Feurra 
et al. 2011a, Gundlach et al. 2016a, Antal et al. 2017). Lastly, ongo-
ing debates persist regarding the adequacy of currents applied in 
low intensity tACS studies in humans to penetrate the skull and 
modulate brain activity (Liu et al. 2018, Vöröslakos et al. 2018). 
Nevertheless, the body of behavioural and neural evidence sup-
porting the efficacy of tACS continues to expand (Bikson et al. 
2018, Vosskuhl et al. 2018).

Previous studies have found contradictory results on the effect 
of tACS on physiological responses. For example, a study on 
emotional regulation by McAleer et al. (2023) observed that off-
set theta-tACS stimulation reflected an increase in heart rate 
variability, whereas, in contrast, a study on pain by May et al. 
(2021) found no effect on autonomic responses (i.e. heart rate 
and skin conductance fluctuations) using tACS stimulation in the 
alpha and gamma bands on the PFC and primary somatosensory
cortex.

It is conceivable that the correlation between peripheral physi-
ological responses and behavioural reports of valence and arousal 
may fluctuate with alterations in levels of attention and cognitive 
processing during the perception of the visual stimuli. Further-
more, it appears that self-reports of arousal do not confer a predic-
tive advantage for electrodermal activity. These self-reports also 
fail to make a distinctive contribution when valence is included in 
the model, revealing a dissociative relationship between arousal 
and valence in relation to physiological arousal (Lang et al. 1993, 
Kron et al. 2015).
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Future research should also consider possible individual dif-
ferences that can affect the perception of emotional stimuli and 
then, subsequently, the subjective decision upon them. Indeed, 
for this study, we only investigated possible individual differences 
in interoceptive sensitivity using MAIA-2, not including other pos-
sible dimensions of interoception (e.g. interoceptive accuracy). 
Previous studies have demonstrated a relationship between inte-
roceptive accuracy and emotion-related brain activity—especially 
within the Arousal dimension of emotions and when emotions 
were experimentally induced using emotional images of facial 
expressions (Pollatos et al. 2005, Herbert et al. 2007; for a meta-
analysis, see Parrinello et al. 2022). In particular, a study by 
Pollatos et al. (2005) showed that participants with more inte-
roceptive awareness (i.e. better heartbeat perceivers) scored the 
emotional stimuli significantly more arousing than participants 
with less interoceptive awareness.

In general, our behavioural findings suggest that the
somatosensory system might contribute to the subjective expe-
rience of emotion in a more cognitive manner (e.g. by influencing 
the perception of an emotional stimulus and then expressing a 
subjective decision) than a purely physiological aspect of feeling. 
The emergence of novel electrical brain stimulation techniques 
(e.g. tACS) paves the way to further research scenarios in the 
relationship between body and emotion, offering new possibili-
ties for investigating, in a non-invasive manner and safely, how 
electrical stimulation can modulate brain activity related to sen-
sorimotor processing and potentially influence emotional states 
generation and perception. Additionally, they open up different 
avenues for exploring the potential therapeutic application of 
electrical stimulation of the brain in treating emotional disorders 
through also stimulation of sensorimotor areas, further highlight-
ing the strong link between emotions and the body. Not only we 
observe an emotion’s motor nature, in which motor aspects can 
modulate and modify emotional processing (Hajcak et al. 2007, 
Borgomaneri et al. 2014, 2021, Botta et al. 2022), but also an 
emotion’s somatotopic nature (Damasio et al. 2000, Craig 2002, 
Rudrauf et al. 2009, Nummenmaa et al. 2014, 2018, Sel et al. 
2014). Indeed, the somatosensory system, stimulated at both 
mostly sensory-related frequency (i.e. beta) and frequency related 
to higher emotional and cognitive processes (i.e. theta), seems 
to show a strong causal relationship with emotion processing, 
influencing what is seen, heard, and perceived via emotional 
stimuli. This allows for a shift in focus from a unidirectional 
conception of the emotion–body relationship to a novel concep-
tion of a bidirectional relationship, in which the somatosensory 
system could be considered a mediator/gatekeeper through which 
emotions pass.

Acknowledgements
We are grateful to all participants who voluntarily took part in 
this study.

Author contributions
Michelle Giraud, Luigi Tamè, Elena Nava (Conceptualization,
Methodology), Michelle Giraud, Amir-Homayoun Javadi, John 
Allen (Software), Michelle Giraud, Luigi Tamè, Amir-Homayoun 
Javadi, Elena Nava (Formal analysis), Michelle Giraud, Carmen 
Lenatti (Investigation), Michelle Giraud (Writing—original draft), 
Michelle Giraud, Luigi Tamè, Amir-Homayoun Javadi, Elena Nava 
(Writing—review & editing), Elena Nava, Luigi Tamè (Supervision).

All authors edited and approved the final version of the 
manuscript.

Supplementary data
Supplementary data is available at SCAN online.

Conflict of interest
None declared.

Funding
This research was supported by a study visit grant from the 
Experimental Psychology Society (EPS) to M.G.

Data availability
Data and all the Supplementary Materials associated with this 
study have been deposited at https://osf.io/a5c93/.

References
Abhang PA, Gawali BW, Mehrotra SC. Technological basics of EEG 

recording and operation of apparatus. In: Introduction to EEG- and 
Speech-Based Emotion Recognition. Netherlands: Academic Press, 
Elsevier, 2016, 19–50.

Adolphs R. Neural systems for recognizing emotion. Curr Opin 
Neurobiol 2002;12:169–77. https://doi.org/10.1016/s0959-4388(02)
00301-x

Adolphs R, Damasio H, Tranel D et al. A role for somatosensory 
cortices in the visual recognition of emotion as revealed by three-
dimensional lesion mapping. J Neurosci 2000;20:2683–90. https://
doi.org/10.1523/JNEUROSCI.20-07-02683.2000

Aftanas LI, Varlamov AA, Pavlov SV et al. Affective picture 
processing: event-related synchronization within individually 
defined human theta band is modulated by valence dimension. 
Neurosci Lett 2001a;303:115–18. https://doi.org/10.1016/s0304-
3940(01)01703-7

Aftanas LI, Varlamov AA, Pavlov SV et al. Time-dependent corti-
cal asymmetries induced by emotional arousal: EEG analysis of 
event-related synchronization and desynchronization in individ-
ually defined frequency bands. Int J Psychophysiol 2002;44:67–82. 
https://doi.org/10.1016/s0167-8760(01)00194-5

Anders S, Lotze M, Erb M et al. Brain activity underlying emotional 
valence and arousal: a response-related fMRI study. Hum Brain 
Mapp 2004;23:200–09. https://doi.org/10.1002/hbm.20048

Anderson AK, Christoff K, Stappen I et al. Dissociated neural rep-
resentations of intensity and valence in human olfaction. Nat 
Neurosci 2003;6:196–202. https://doi.org/10.1038/nn1001

Anon. World Medical Association Declaration of Helsinki. JAMA
2013;310:2191. https://doi.org/10.1001/jama.2013.281053

Antal A, Alekseichuk I, Bikson M et al. Low intensity transcranial 
electric stimulation: safety, ethical, legal regulatory and applica-
tion guidelines. Clin Neurophysiol 2017;128:1774–809. https://doi.
org/10.1016/j.clinph.2017.06.001

Antal A, Paulus W. Transcranial alternating current stimulation 
(tACS). Front Hum Neurosci 2013;7:317.

Atkinson AP, Adolphs R. The neuropsychology of face perception: 
beyond simple dissociations and functional selectivity. Philos 
Trans R Soc B 2011;366:1726–38.

Balconi M, Lucchiari C. Consciousness and arousal effects on emo-
tional face processing as revealed by brain oscillations. A gamma 
band analysis. Int J Psychophysiol 2008;67:41–46. https://doi.org/10.
1016/j.ijpsycho.2007.10.002

D
ow

nloaded from
 https://academ

ic.oup.com
/scan/article/19/1/nsae062/7756920 by guest on 30 O

ctober 2024

https://academic.oup.com/scan/article-lookup/doi/10.1093/scan/nsae062#supplementary-data
https://osf.io/a5c93/
https://doi.org/https://doi.org/10.1016/s0959-4388(02)00301-x
https://doi.org/https://doi.org/10.1016/s0959-4388(02)00301-x
https://doi.org/https://doi.org/10.1523/JNEUROSCI.20-07-02683.2000
https://doi.org/https://doi.org/10.1523/JNEUROSCI.20-07-02683.2000
https://doi.org/https://doi.org/10.1016/s0304-3940(01)01703-7
https://doi.org/https://doi.org/10.1016/s0304-3940(01)01703-7
https://doi.org/https://doi.org/10.1016/s0167-8760(01)00194-5
https://doi.org/https://doi.org/10.1002/hbm.20048
https://doi.org/https://doi.org/10.1038/nn1001
https://doi.org/https://doi.org/10.1001/jama.2013.281053
https://doi.org/https://doi.org/10.1016/j.clinph.2017.06.001
https://doi.org/https://doi.org/10.1016/j.clinph.2017.06.001
https://doi.org/https://doi.org/10.1016/j.ijpsycho.2007.10.002
https://doi.org/https://doi.org/10.1016/j.ijpsycho.2007.10.002


10  Giraud et al.

Balconi M, Pozzoli U. Event-related oscillations (EROs) and event-
related potentials (ERPs) comparison in facial expression recog-
nition. J Neuropsychol 2007;1:283–94. https://doi.org/10.1348/
174866407x184789

Balconi M, Pozzoli U. Arousal effect on emotional face comprehen-
sion. Physiol Behav 2009;97:455–62.

Barone J, Rossiter HE. Understanding the role of sensorimotor beta 
oscillations. Front Syst Neurosci 2021;15:655886. https://doi.org/10.
3389/fnsys.2021.655886

Barrett LF, Russell JA. The structure of current affect. Curr Dir Psychol 
Sci 1999;8:10–14.

Baumgarten TJ, Schnitzler A, Lange J. Beta oscillations define discrete 
perceptual cycles in the somatosensory domain. Proc Natl Acad Sci 
USA 2015;112:12187–92.

Bechara A, Tranel D, Damasio H et al. Double dissociation of condi-
tioning and declarative knowledge relative to the amygdala and 
hippocampus in humans. Science 1995;269:1115–18. https://doi.
org/10.1126/science.7652558

Berlim MT, Van den Eynde F, Daskalakis ZJ. Clinical utility 
of transcranial direct current stimulation (tDCS) for treating 
major depression: a systematic review and meta-analysis of 
randomized, double-blind and sham-controlled trials. J Psy-
chiatr Res 2013;47:1–7. https://doi.org/10.1016/j.jpsychires.2012.0
9.025

Bikson M, Brunoni AR, Charvet LE et al. Rigor and reproducibility 
in research with transcranial electrical stimulation: an NIMH-
sponsored workshop. Brain Stimul 2018;11:465–80. https://doi.org/
10.1016/j.brs.2017.12.008

Borgomaneri S, Gazzola V, Avenanti A. Temporal dynamics of motor 
cortex excitability during perception of natural emotional scenes. 
Soc Cognit Affect Neurosci 2014;9:1451–57. https://doi.org/10.1093/
scan/nst139

Borgomaneri S, Vitale F, Battaglia S et al. Early right motor cortex 
response to happy and fearful facial expressions: a TMS motor-
evoked potential study. Brain Sci 2021;11:1203. https://doi.org/10.
3390/brainsci11091203

Botta A, Lagravinese G, Bove M et al. Sensorimotor inhibition dur-
ing emotional processing. Sci Rep 2022;12:6998. https://doi.org/10.
1038/s41598-022-10981-8

Britton JC, Taylor SF, Berridge KC et al. Differential subjective and 
psychophysiological responses to socially and nonsocially gener-
ated emotional stimuli. Emotion 2006;6:150–55. https://doi.org/10.
1037/1528-3542.6.1.150

Cannon WB. The James-Lange theory of emotions: a critical exami-
nation and an alternative theory. Am J Psychol 1927;39:106.

Carr EW, Kever A, Winkielman P. Embodiment of emotion and its sit-
uated nature. In: Newen A, Bruin LD, Gallagher S (eds), The Oxford 
Handbook of 4E Cognition. Oxford: Oxford University Press, 2018, 
528–52.

Carr L, Iacoboni M, Dubeau M et al. Neural mechanisms of empathy 
in humans: a relay from neural systems for imitation to limbic 
areas. Proc Natl Acad Sci USA 2003;100:5497–502. https://doi.org/
10.1073/pnas.0935845100

Chan CY, Nicholson C. Modulation by applied electric fields of Purk-
inje and stellate cell activity in the isolated turtle cerebellum. 
J Physiol 1986;371:89–114. https://doi.org/10.1113/jphysiol.1986.
sp015963

Cheyne DO. MEG studies of sensorimotor rhythms: a review. Exp 
Neurol 2013;245:27–39. https://doi.org/10.1016/j.expneurol.2012.
08.030

Colibazzi T, Posner J, Wang Z et al. Neural systems subserving valence 
and arousal during the experience of induced emotions. Emotion
2010;10:377–89. https://doi.org/10.1037/a0018484

Conson M, Errico D, Mazzarella E et al. Transcranial electrical 
stimulation over dorsolateral prefrontal cortex modulates pro-
cessing of social cognitive and affective information. PLoS One
2015;10:e0126448. https://doi.org/10.1371/journal.pone.0126448

Craig AD. How do you feel? Interoception: the sense of the physiolog-
ical condition of the body. Nat Rev Neurosci 2002;3:655–66. https://
doi.org/10.1038/nrn894

Critchley HD, Harrison NA. Visceral influences on brain and behavior. 
Neuron 2013;77:624–38. https://doi.org/10.1016/j.neuron.2013.02.
008

Damasio AR, Grabowski TJ, Bechara A et al. Subcortical and cortical 
brain activity during the feeling of self-generated emotions. Nat 
Neurosci 2000;3:1049–56. https://doi.org/10.1038/79871

Darwin C. The Expression of the Emotions in Man and Animals. Chicago, 
IL: University of Chicago Press, 1965.

Davis JD, Winkielman P, Coulson S. Sensorimotor simulation and 
emotion processing: impairing facial action increases seman-
tic retrieval demands. Cogn Affect Behav Neurosci 2017;17:652–64. 
https://doi.org/10.3758/s13415-017-0503-2

Dolcos F, LaBar KS, Cabeza R. Dissociable effects of arousal and 
valence on prefrontal activity indexing emotional evaluation and 
subsequent memory: an event-related fMRI study. NeuroImage
2004;23:64–74. https://doi.org/10.1016/j.neuroimage.2004.05.015

Dunn BD, Galton HC, Morgan R et al. Listening to your heart. Psychol 
Sci 2010;21:1835–44. https://doi.org/10.1177/0956797610389191

Eggart M, Todd J, Valdés-Stauber J. Validation of the Multidimen-
sional Assessment of Interoceptive Awareness (MAIA-2) ques-
tionnaire in hospitalized patients with major depressive disorder. 
PLoS One 2021;16:e0253913. https://doi.org/10.1371/journal.pone.
0253913

Ertl M, Hildebrandt M, Ourina K et al. Emotion regulation by cogni-
tive reappraisal — the role of frontal theta oscillations. NeuroIm-
age 2013;81:412–21. https://doi.org/10.1016/j.neuroimage.2013.
05.044

Fabbrini A, Guerra A, Giangrosso M et al. Transcranial alternating cur-
rent stimulation modulates cortical processing of somatosensory 
information in a frequency- and time-specific manner. NeuroIm-
age 2022;254:119119. https://doi.org/10.1016/j.neuroimage.2022.
119119

Faul F, Erdfelder E, Buchner A et al. Statistical power analyses using 
G*Power 3.1: tests for correlation and regression analyses. Behav 
Res Methods 2009;41:1149–60. https://doi.org/10.3758/BRM.41.4.
1149

Faul F, Erdfelder E, Lang A-G et al. G*Power 3: a flexible statistical 
power analysis program for the social, behavioral, and biomedi-
cal sciences. Behav Res Methods 2007;39:175–91. https://doi.org/10.
3758/bf03193146

Feeser M, Prehn K, Kazzer P et al. Transcranial direct current stimula-
tion enhances cognitive control during emotion regulation. Brain 
Stimul 2014;7:105–12. https://doi.org/10.1016/j.brs.2013.08.006

Fertonani A, Ferrari C, Miniussi C. What do you feel if I apply tran-
scranial electric stimulation? Safety, sensations and secondary 
induced effects. Clin Neurophysiol 2015;126:2181–88. https://doi.
org/10.1016/j.clinph.2015.03.015

Feurra M, Bianco G, Santarnecchi E et al. Frequency-dependent tun-
ing of the human motor system induced by transcranial oscil-
latory potentials. J Neurosci 2011;31:12165–70. https://doi.org/10.
1523/JNEUROSCI.0978-11.2011

Feurra M, Paulus W, Walsh V et al. Frequency specific modulation 
of human somatosensory cortex. Front Psychol 2011a;2:13. https://
doi.org/10.3389/fpsyg.2011.00013

Foglia L, Wilson RA. Embodied cognition. Wiley Interdiscip Rev Cogn Sci
2013;4:319–25. https://doi.org/10.1002/wcs.1226

D
ow

nloaded from
 https://academ

ic.oup.com
/scan/article/19/1/nsae062/7756920 by guest on 30 O

ctober 2024

https://doi.org/https://doi.org/10.1348/174866407x184789
https://doi.org/https://doi.org/10.1348/174866407x184789
https://doi.org/https://doi.org/10.3389/fnsys.2021.655886
https://doi.org/https://doi.org/10.3389/fnsys.2021.655886
https://doi.org/https://doi.org/10.1126/science.7652558
https://doi.org/https://doi.org/10.1126/science.7652558
https://doi.org/https://doi.org/10.1016/j.jpsychires.2012.09.025
https://doi.org/https://doi.org/10.1016/j.jpsychires.2012.09.025
https://doi.org/https://doi.org/10.1016/j.brs.2017.12.008
https://doi.org/https://doi.org/10.1016/j.brs.2017.12.008
https://doi.org/https://doi.org/10.1093/scan/nst139
https://doi.org/https://doi.org/10.1093/scan/nst139
https://doi.org/https://doi.org/10.3390/brainsci11091203
https://doi.org/https://doi.org/10.3390/brainsci11091203
https://doi.org/https://doi.org/10.1038/s41598-022-10981-8
https://doi.org/https://doi.org/10.1038/s41598-022-10981-8
https://doi.org/https://doi.org/10.1037/1528-3542.6.1.150
https://doi.org/https://doi.org/10.1037/1528-3542.6.1.150
https://doi.org/https://doi.org/10.1073/pnas.0935845100
https://doi.org/https://doi.org/10.1073/pnas.0935845100
https://doi.org/https://doi.org/10.1113/jphysiol.1986.sp015963
https://doi.org/https://doi.org/10.1113/jphysiol.1986.sp015963
https://doi.org/https://doi.org/10.1016/j.expneurol.2012.08.030
https://doi.org/https://doi.org/10.1016/j.expneurol.2012.08.030
https://doi.org/https://doi.org/10.1037/a0018484
https://doi.org/https://doi.org/10.1371/journal.pone.0126448
https://doi.org/https://doi.org/10.1038/nrn894
https://doi.org/https://doi.org/10.1038/nrn894
https://doi.org/https://doi.org/10.1016/j.neuron.2013.02.008
https://doi.org/https://doi.org/10.1016/j.neuron.2013.02.008
https://doi.org/https://doi.org/10.1038/79871
https://doi.org/https://doi.org/10.3758/s13415-017-0503-2
https://doi.org/https://doi.org/10.1016/j.neuroimage.2004.05.015
https://doi.org/https://doi.org/10.1177/0956797610389191
https://doi.org/https://doi.org/10.1371/journal.pone.0253913
https://doi.org/https://doi.org/10.1371/journal.pone.0253913
https://doi.org/https://doi.org/10.1016/j.neuroimage.2013.05.044
https://doi.org/https://doi.org/10.1016/j.neuroimage.2013.05.044
https://doi.org/https://doi.org/10.1016/j.neuroimage.2022.119119
https://doi.org/https://doi.org/10.1016/j.neuroimage.2022.119119
https://doi.org/https://doi.org/10.3758/BRM.41.4.1149
https://doi.org/https://doi.org/10.3758/BRM.41.4.1149
https://doi.org/https://doi.org/10.3758/bf03193146
https://doi.org/https://doi.org/10.3758/bf03193146
https://doi.org/https://doi.org/10.1016/j.brs.2013.08.006
https://doi.org/https://doi.org/10.1016/j.clinph.2015.03.015
https://doi.org/https://doi.org/10.1016/j.clinph.2015.03.015
https://doi.org/https://doi.org/10.1523/JNEUROSCI.0978-11.2011
https://doi.org/https://doi.org/10.1523/JNEUROSCI.0978-11.2011
https://doi.org/https://doi.org/10.3389/fpsyg.2011.00013
https://doi.org/https://doi.org/10.3389/fpsyg.2011.00013
https://doi.org/https://doi.org/10.1002/wcs.1226


The role of the somatosensory system in the feeling of emotions: a neurostimulation study  11

Gallese V, Sinigaglia C. Embodied resonance. In: Newen A, Bruin LD, 
Gallagher S (eds), The Oxford Handbook of 4E Cognition. Oxford: The 
Oxford Handbook of 4E Cognition, 2018, 416–32.

Garfinkel SN, Minati L, Gray MA et al. Fear from the heart: sensi-
tivity to fear stimuli depends on individual heartbeats. J Neu-
rosci 2014;34:6573–82. https://doi.org/10.1523/JNEUROSCI.3507-
13.2014

Gerdes A, Wieser MJ, Mühlberger A. Brain activations to emotional 
pictures are differentially associated with valence and arousal 
ratings. Front Hum Neurosci 2010;4:175. https://doi.org/10.3389/
fnhum.2010.00175

Gilbertson T, Lalo E, Doyle L et al. Existing motor state is favored 
at the expense of new movement during 13-35 Hz oscilla-
tory synchrony in the human corticospinal system. J Neu-
rosci 2005;25:7771–79. https://doi.org/10.1523/JNEUROSCI.1762-
05.2005

Giraud M, Zapparoli L, Basso G et al. Mapping the emotional 
homunculus with fMRI. iScience 2024;27:109985. https://doi.org/
10.1016/j.isci.2024.109985

Gray MA, Harrison NA, Wiens S et al. Modulation of emotional 
appraisal by false physiological feedback during fMRI. PLoS One
2007;2:e546. https://doi.org/10.1371/journal.pone.0000546

Guerra A, Bologna M, Paparella G et al. Effects of transcranial alter-
nating current stimulation on repetitive finger movements in 
healthy humans. Neural Plast 2018;2018:1–10.

Gundlach C, Müller MM, Nierhaus T et al. Phasic modulation 
of human somatosensory perception by transcranially applied 
oscillating currents. Brain Stimul 2016a;9:712–19. https://doi.org/
10.1016/j.brs.2016.04.014

Gundlach C, Müller MM, Nierhaus T et al. Modulation of somatosen-
sory alpha rhythm by transcranial alternating current stimula-
tion at mu-frequency. Front Hum Neurosci 2017;11:432.

Güntekin B, Basar E. Emotional face expressions are differentiated 
with brain oscillations. Int J Psychophysiol 2007;64:91–100. https://
doi.org/10.1016/j.ijpsycho.2006.07.003

Güntekin B, Başar E. Event-related beta oscillations are affected by 
emotional eliciting stimuli. Neurosci Lett 2010;483:173–78.

Haegens S, Nácher V, Hernández A et al. Beta oscillations in the 
monkey sensorimotor network reflect somatosensory decision 
making. Proc Natl Acad Sci USA 2011;108:10708–13.

Hajcak G, Molnar C, George MS et al. Emotion facilitates action: 
a transcranial magnetic stimulation study of motor cor-
tex excitability during picture viewing. Psychophysiology
2007;44:91–97. https://doi.org/10.1111/j.1469-8986.2006.00487.x

Harro J, Vasar E. Cholecystokinin-induced anxiety: how is it reflected 
in studies on exploratory behaviour? Neurosci Biobehav Rev
1991;15:473–77.

Helfrich RF, Schneider TR, Rach S et al. Entrainment of brain oscil-
lations by transcranial alternating current stimulation. Curr Biol
2014;24:333–39. https://doi.org/10.1016/j.cub.2013.12.041

Herbert BM, Pollatos O, Schandry R. Interoceptive sensitivity 
and emotion processing: an EEG study. Int J Psychophysiol
2007;65:214–27. https://doi.org/10.1016/j.ijpsycho.2007.04.007

Holmes NP, Tamè L. Locating primary somatosensory cortex in 
human brain stimulation studies: systematic review and meta-
analytic evidence. J Neurophysiol 2019;121:152–62. https://doi.org/
10.1152/jn.00614.2018

Holmes NP, Tamè L, Beeching P et al. Locating primary somatosen-
sory cortex in human brain stimulation studies: experimental 
evidence. J Neurophysiol 2019;121:336–44. https://doi.org/10.1152/
jn.00641.2018

Jabbi M, Swart M, Keysers C. Empathy for positive and 
negative emotions in the gustatory cortex. NeuroImage

2007;34:1744–53. https://doi.org/10.1016/j.neuroimage.2006.1
0.032

James W. What is an emotion? Mind 1884;os–IX:188–205.
Jaušovec N, Jaušovec K. Increasing working memory capacity with 

theta transcranial alternating current stimulation (tACS). Biol Psy-
chol 2014a;96:42–47. https://doi.org/10.1016/j.biopsycho.2013.11.
006

Jensen MP, Day MA, Miró J. Neuromodulatory treatments for chronic 
pain: efficacy and mechanisms. Nat Rev Neurol 2014;10:167–78. 
https://doi.org/10.1038/nrneurol.2014.12

Joundi RA, Jenkinson N, Brittain J-S et al. Driving oscillatory 
activity in the human cortex enhances motor performance. 
Curr Biol 2012;22:403–07. https://doi.org/10.1016/j.cub.2012.0
1.024

Kanai R, Paulus W, Walsh V. Transcranial alternating current stim-
ulation (tACS) modulates cortical excitability as assessed 
by TMS-induced phosphene thresholds. Clin Neurophysiol
2010;121:1551–54. https://doi.org/10.1016/j.clinph.2010.03.
022

Keysers C, Gazzola V. Expanding the mirror: vicarious activ-
ity for actions, emotions, and sensations. Curr Opin Neurobiol
2009;19:666–71. https://doi.org/10.1016/j.conb.2009.10.006

Keysers C, Kaas JH, Gazzola V. Somatosensation in social perception. 
Nat Rev Neurosci 2010;11:417–28. https://doi.org/10.1038/nrn2833

Klimesch W. The frequency architecture of brain and brain body 
oscillations: an analysis. Eur J Neurosci 2018;48:2431–53. https://
doi.org/10.1111/ejn.14192

Knyazev GG. Motivation, emotion, and their inhibitory control mir-
rored in brain oscillations. Neurosci Biobehav Rev 2007;31:377–95.

Knyazev GG, Bocharov AV, Levin EA et al. Anxiety and oscil-
latory responses to emotional facial expressions. Brain Res
2008;1227:174–88. https://doi.org/10.1016/j.brainres.2008.06.108

Knyazev GG, Slobodskoj-Plusnin JY, Bocharov AV. Event-related delta 
and theta synchronization during explicit and implicit emo-
tion processing. Neuroscience 2009;164:1588–600. https://doi.org/
10.1016/j.neuroscience.2009.09.057

Korotkova T, Ponomarenko A, Monaghan CK et al. Reconciling the 
different faces of hippocampal theta: the role of theta oscillations 
in cognitive, emotional and innate behaviors. Neurosci Biobehav 
Rev 2018;85:65–80.

Kragel PA, LaBar KS. Somatosensory representations link the per-
ception of emotional expressions and sensory experience. eNeuro
2016;3:1–12. http://dx.doi.org/10.1523/ENEURO.0090-15.2016

Krause CM, Viemerö V, Rosenqvist A et al. Relative electroencephalo-
graphic desynchronization and synchronization in humans to 
emotional film content: an analysis of the 4–6, 6–8, 8–10 and 
10–12 Hz frequency bands. Neurosci Lett 2000;286:9–12. https://
doi.org/10.1016/s0304-3940(00)01092-2

Kron A, Pilkiw M, Banaei J et al. Are valence and arousal separable in 
emotional experience? Emotion 2015;15:35–44. https://doi.org/10.
1037/a0038474

Lalo E, Gilbertson T, Doyle L et al. Phasic increases in cortical beta 
activity are associated with alterations in sensory processing 
in the human. Exp Brain Res 2007;177:137–45. https://doi.org/10.
1007/s00221-006-0655-8

Lang PJ, Bradley MM, Cuthbert BN. International affective picture 
system (IAPS): instruction manual and affective ratings. The 
Center for Research in Psychophysiology, University of Florida. 
1999.

Lang PJ, Greenwlad MK, Bradley MM et al. Looking at pictures: 
affective, facial, visceral, and behavioral reactions. Psychophys-
iology 1993;30:261–73. https://doi.org/10.1111/j.1469-8986.1993.
tb03352.x

D
ow

nloaded from
 https://academ

ic.oup.com
/scan/article/19/1/nsae062/7756920 by guest on 30 O

ctober 2024

https://doi.org/https://doi.org/10.1523/JNEUROSCI.3507-13.2014
https://doi.org/https://doi.org/10.1523/JNEUROSCI.3507-13.2014
https://doi.org/https://doi.org/10.3389/fnhum.2010.00175
https://doi.org/https://doi.org/10.3389/fnhum.2010.00175
https://doi.org/https://doi.org/10.1523/JNEUROSCI.1762-05.2005
https://doi.org/https://doi.org/10.1523/JNEUROSCI.1762-05.2005
https://doi.org/https://doi.org/10.1016/j.isci.2024.109985
https://doi.org/https://doi.org/10.1016/j.isci.2024.109985
https://doi.org/https://doi.org/10.1371/journal.pone.0000546
https://doi.org/https://doi.org/10.1016/j.brs.2016.04.014
https://doi.org/https://doi.org/10.1016/j.brs.2016.04.014
https://doi.org/https://doi.org/10.1016/j.ijpsycho.2006.07.003
https://doi.org/https://doi.org/10.1016/j.ijpsycho.2006.07.003
https://doi.org/https://doi.org/10.1111/j.1469-8986.2006.00487.x
https://doi.org/https://doi.org/10.1016/j.cub.2013.12.041
https://doi.org/https://doi.org/10.1016/j.ijpsycho.2007.04.007
https://doi.org/https://doi.org/10.1152/jn.00614.2018
https://doi.org/https://doi.org/10.1152/jn.00614.2018
https://doi.org/https://doi.org/10.1152/jn.00641.2018
https://doi.org/https://doi.org/10.1152/jn.00641.2018
https://doi.org/https://doi.org/10.1016/j.neuroimage.2006.10.032
https://doi.org/https://doi.org/10.1016/j.neuroimage.2006.10.032
https://doi.org/https://doi.org/10.1016/j.biopsycho.2013.11.006
https://doi.org/https://doi.org/10.1016/j.biopsycho.2013.11.006
https://doi.org/https://doi.org/10.1038/nrneurol.2014.12
https://doi.org/https://doi.org/10.1016/j.cub.2012.01.024
https://doi.org/https://doi.org/10.1016/j.cub.2012.01.024
https://doi.org/https://doi.org/10.1016/j.clinph.2010.03.022
https://doi.org/https://doi.org/10.1016/j.clinph.2010.03.022
https://doi.org/https://doi.org/10.1016/j.conb.2009.10.006
https://doi.org/https://doi.org/10.1038/nrn2833
https://doi.org/https://doi.org/10.1111/ejn.14192
https://doi.org/https://doi.org/10.1111/ejn.14192
https://doi.org/https://doi.org/10.1016/j.brainres.2008.06.108
https://doi.org/https://doi.org/10.1016/j.neuroscience.2009.09.057
https://doi.org/https://doi.org/10.1016/j.neuroscience.2009.09.057
https://doi.org/http://dx.doi.org/10.1523/ENEURO.0090-15.2016
https://doi.org/https://doi.org/10.1016/s0304-3940(00)01092-2
https://doi.org/https://doi.org/10.1016/s0304-3940(00)01092-2
https://doi.org/https://doi.org/10.1037/a0038474
https://doi.org/https://doi.org/10.1037/a0038474
https://doi.org/https://doi.org/10.1007/s00221-006-0655-8
https://doi.org/https://doi.org/10.1007/s00221-006-0655-8
https://doi.org/https://doi.org/10.1111/j.1469-8986.1993.tb03352.x
https://doi.org/https://doi.org/10.1111/j.1469-8986.1993.tb03352.x


12  Giraud et al.

Leslie KR, Johnson-Frey SH, Grafton ST. Functional imaging of face 
and hand imitation: towards a motor theory of empathy. NeuroIm-
age 2004;21:601–07. https://doi.org/10.1016/j.neuroimage.2003.
09.038

Lesting J, Narayanan RT, Kluge C et al. Patterns of coupled theta activ-
ity in amygdala–hippocampal–prefrontal cortical circuits during 
fear extinction. PLoS One 2011;6:e21714. https://doi.org/10.1371/
journal.pone.0021714

Lewis P, Critchley H, Rotshtein P et al. Neural correlates of pro-
cessing valence and arousal in affective words. Cereb Cortex
2007;17:742–48. https://doi.org/10.1093/cercor/bhk024

Liu A, Vöröslakos M, Kronberg G et al. Immediate neurophysiolog-
ical effects of transcranial electrical stimulation. Nat Commun
2018;9:5092. https://doi.org/10.1038/s41467-018-07233-7

Mahon BZ, Cantlon JF. The specialization of function: cognitive and 
neural perspectives. Cogn Neuropsychol 2011;28:147–55. https://
doi.org/10.1080/02643294.2011.633504

Mai S, Braun J, Probst V et al. Changes in emotional processing fol-
lowing interoceptive network stimulation with rTMS. Neuroscience
2019;406:405–19. https://doi.org/10.1016/j.neuroscience.2019.03.
014

Manzo N, Guerra A, Giangrosso M et al. Investigating the effects 
of transcranial alternating current stimulation on primary 
somatosensory cortex. Sci Rep 2020a;10:17129. https://doi.org/10.
1038/s41598-020-74072-2

May ES, Hohn VD, Nickel MM et al. Modulating brain rhythms of 
pain using transcranial Alternating Current Stimulation (tACS) 
- a sham-controlled study in healthy human participants. J Pain
2021;22:1256–72. https://doi.org/10.1016/j.jpain.2021.03.150

McAleer J, Stewart L, Shepard R et al. Neuromodulatory effects of 
transcranial electrical stimulation on emotion regulation in inter-
nalizing psychopathologies. Clin Neurophysiol 2023;145:62–70. 
https://doi.org/10.1016/j.clinph.2022.10.015

Mehling WE, Acree M, Stewart A et al. The multidimensional 
assessment of interoceptive awareness, version 2 (MAIA-2). PLoS 
One 2018;13:e0208034. https://doi.org/10.1371/journal.pone.020
8034

Niedenthal PM. Embodying emotion. Science 2007;316:1002–05. 
https://doi.org/10.1126/science.1136930

Niedenthal PM, Barsalou LW, Winkielman P et al. Embodiment in 
attitudes, social perception, and emotion. Pers Soc Psychol Rev
2005;9:184–211. https://doi.org/10.1207/s15327957pspr0903_1

Niedenthal PM, Maringer M. Embodied emotion considered. Emotion 
Rev 2009;1:122–28.

Nielen M, Heslenfeld D, Heinen K et al. Distinct brain systems under-
lie the processing of valence and arousal of affective pictures. 
Brain Cogn 2009;71:387–96. https://doi.org/10.1016/j.bandc.2009.
05.007

Nummenmaa L, Glerean E, Hari R et al. Bodily maps of emotions. Proc 
Natl Acad Sci USA 2014;111:646–51.

Nummenmaa L, Hari R, Hietanen JK et al. Maps of subjective feelings. 
Proc Natl Acad Sci USA 2018;115:9198–203.

Nummenmaa L, Hirvonen J, Parkkola R et al. Is emotional conta-
gion special? An fMRI study on neural systems for affective and 
cognitive empathy. NeuroImage 2008;43:571–80. https://doi.org/
10.1016/j.neuroimage.2008.08.014

Okazaki M, Kaneko Y, Yumoto M et al. Perceptual change in response 
to a bistable picture increases neuromagnetic beta-band activi-
ties. Neurosci Res 2008;61:319–28. https://doi.org/10.1016/j.neures.
2008.03.010

Oldfield RC. The assessment and analysis of handedness: the Edin-
burgh inventory. Neuropsychologia 1971;9:97–113. https://doi.org/
10.1016/0028-3932(71)90067-4

Pahor A, Jaušovec N. The effects of theta transcranial alternating 
current stimulation (tACS) on fluid intelligence. Int J Psychophysiol
2014;93:322–31. https://doi.org/10.1016/j.ijpsycho.2014.06.015

Pare P. Role of the basolateral amygdala in memory consolida-
tion. Prog Neurobiol 2003;70:409–20. https://doi.org/10.1016/s0301-
0082(03)00104-7

Parrinello N, Napieralski J, Gerlach AL et al. Embodied feelings–
a meta-analysis on the relation of emotion intensity percep-
tion and interoceptive accuracy. Physiol Behav 2022;254:113904. 
https://doi.org/10.1016/j.physbeh.2022.113904

Paulus W. Transcranial electrical stimulation (tES – tDCS; tRNS, tACS) 
methods. Neuropsychol Rehabil 2011;21:602–17. https://doi.org/10.
1080/09602011.2011.557292

Peña-Gómez C, Vidal-Piñeiro D, Clemente IC et al. Down-regulation 
of negative emotional processing by transcranial direct cur-
rent stimulation: effects of personality characteristics. PLoS One
2011;6:e22812. https://doi.org/10.1371/journal.pone.0022812

Peper M, Irle E. The decoding of emotional concepts in patients with 
focal cerebral lesions. Brain Cogn 1997;34:360–87. https://doi.org/
10.1006/brcg.1997.0913

Pitcher D, Garrido L, Walsh V et al. Transcranial magnetic stimulation 
disrupts the perception and embodiment of facial expressions. 
J Neurosci 2008;28:8929–33. https://doi.org/10.1523/JNEUROSCI.
1450-08.2008

Pogosyan A, Gaynor LD, Eusebio A et al. Boosting cortical activity 
at beta-band frequencies slows movement in humans. Curr Biol
2009;19:1637–41. https://doi.org/10.1016/j.cub.2009.07.074

Polanía R, Nitsche MA, Korman C et al. The importance of timing in 
segregated theta phase-coupling for cognitive performance. Curr 
Biol 2012;22:1314–18. https://doi.org/10.1016/j.cub.2012.05.021

Pollatos O, Kirsch W, Schandry R. On the relationship between inte-
roceptive awareness, emotional experience, and brain processes. 
Brain Res Cogn Brain Res 2005;25:948–62. https://doi.org/10.1016/j.
cogbrainres.2005.09.019

Pollok B, Boysen A-C, Krause V. The effect of transcranial alternat-
ing current stimulation (tACS) at alpha and beta frequency on 
motor learning. Behav Brain Res 2015;293:234–40. https://doi.org/
10.1016/j.bbr.2015.07.049

Pourtois G, Sander D, Andres M et al. Dissociable roles of the human 
somatosensory and superior temporal cortices for processing 
social face signals. Eur J Neurosci 2004;20:3507–15. https://doi.org/
10.1111/j.1460-9568.2004.03794.x

Price CJ, Hooven C. Interoceptive awareness skills for emotion regula-
tion: theory and approach of Mindful Awareness in Body-Oriented 
Therapy (MABT). Front Psychol 2018;9:798. https://doi.org/10.3389/
fpsyg.2018.00798

Price TF, Harmon-Jones E. Embodied emotion: the influence of 
manipulated facial and bodily states on emotive responses. Wiley 
Interdiscip Rev Cogn Sci 2015;6:461–73. https://doi.org/10.1002/wcs.
1370

Quadrelli E, Roberti E, Polver S et al. Sensorimotor activity and 
network connectivity to dynamic and static emotional faces in 
7-month-old infants. Brain Sci 2021;11:1396. https://doi.org/10.
3390/brainsci11111396

Rehfeld JF. Cholecystokinin and panic disorder: reflections on the 
history and some unsolved questions. Molecules 2021;26:5657. 
https://doi.org/10.3390/molecules26185657

Rosanova M, Casali A, Bellina V et al. Natural frequencies of human 
corticothalamic circuits. J Neurosci 2009;29:7679–85.

Rudrauf D, Lachaux J-P, Damasio A et al. Enter feelings: somatosen-
sory responses following early stages of visual induction of emo-
tion. Int J Psychophysiol 2009;72:13–23. https://doi.org/10.1016/j.
ijpsycho.2008.03.015

D
ow

nloaded from
 https://academ

ic.oup.com
/scan/article/19/1/nsae062/7756920 by guest on 30 O

ctober 2024

https://doi.org/https://doi.org/10.1016/j.neuroimage.2003.09.038
https://doi.org/https://doi.org/10.1016/j.neuroimage.2003.09.038
https://doi.org/https://doi.org/10.1371/journal.pone.0021714
https://doi.org/https://doi.org/10.1371/journal.pone.0021714
https://doi.org/https://doi.org/10.1093/cercor/bhk024
https://doi.org/https://doi.org/10.1038/s41467-018-07233-7
https://doi.org/https://doi.org/10.1080/02643294.2011.633504
https://doi.org/https://doi.org/10.1080/02643294.2011.633504
https://doi.org/https://doi.org/10.1016/j.neuroscience.2019.03.014
https://doi.org/https://doi.org/10.1016/j.neuroscience.2019.03.014
https://doi.org/https://doi.org/10.1038/s41598-020-74072-2
https://doi.org/https://doi.org/10.1038/s41598-020-74072-2
https://doi.org/https://doi.org/10.1016/j.jpain.2021.03.150
https://doi.org/https://doi.org/10.1016/j.clinph.2022.10.015
https://doi.org/https://doi.org/10.1371/journal.pone.0208034
https://doi.org/https://doi.org/10.1371/journal.pone.0208034
https://doi.org/https://doi.org/10.1126/science.1136930
https://doi.org/https://doi.org/10.1207/s15327957pspr0903_1
https://doi.org/https://doi.org/10.1016/j.bandc.2009.05.007
https://doi.org/https://doi.org/10.1016/j.bandc.2009.05.007
https://doi.org/https://doi.org/10.1016/j.neuroimage.2008.08.014
https://doi.org/https://doi.org/10.1016/j.neuroimage.2008.08.014
https://doi.org/https://doi.org/10.1016/j.neures.2008.03.010
https://doi.org/https://doi.org/10.1016/j.neures.2008.03.010
https://doi.org/https://doi.org/10.1016/0028-3932(71)90067-4
https://doi.org/https://doi.org/10.1016/0028-3932(71)90067-4
https://doi.org/https://doi.org/10.1016/j.ijpsycho.2014.06.015
https://doi.org/https://doi.org/10.1016/s0301-0082(03)00104-7
https://doi.org/https://doi.org/10.1016/s0301-0082(03)00104-7
https://doi.org/https://doi.org/10.1016/j.physbeh.2022.113904
https://doi.org/https://doi.org/10.1080/09602011.2011.557292
https://doi.org/https://doi.org/10.1080/09602011.2011.557292
https://doi.org/https://doi.org/10.1371/journal.pone.0022812
https://doi.org/https://doi.org/10.1006/brcg.1997.0913
https://doi.org/https://doi.org/10.1006/brcg.1997.0913
https://doi.org/https://doi.org/10.1523/JNEUROSCI.1450-08.2008
https://doi.org/https://doi.org/10.1523/JNEUROSCI.1450-08.2008
https://doi.org/https://doi.org/10.1016/j.cub.2009.07.074
https://doi.org/https://doi.org/10.1016/j.cub.2012.05.021
https://doi.org/https://doi.org/10.1016/j.cogbrainres.2005.09.019
https://doi.org/https://doi.org/10.1016/j.cogbrainres.2005.09.019
https://doi.org/https://doi.org/10.1016/j.bbr.2015.07.049
https://doi.org/https://doi.org/10.1016/j.bbr.2015.07.049
https://doi.org/https://doi.org/10.1111/j.1460-9568.2004.03794.x
https://doi.org/https://doi.org/10.1111/j.1460-9568.2004.03794.x
https://doi.org/https://doi.org/10.3389/fpsyg.2018.00798
https://doi.org/https://doi.org/10.3389/fpsyg.2018.00798
https://doi.org/https://doi.org/10.1002/wcs.1370
https://doi.org/https://doi.org/10.1002/wcs.1370
https://doi.org/https://doi.org/10.3390/brainsci11111396
https://doi.org/https://doi.org/10.3390/brainsci11111396
https://doi.org/https://doi.org/10.3390/molecules26185657
https://doi.org/https://doi.org/10.1016/j.ijpsycho.2008.03.015
https://doi.org/https://doi.org/10.1016/j.ijpsycho.2008.03.015


The role of the somatosensory system in the feeling of emotions: a neurostimulation study  13

Russell JA. A circumplex model of affect. J Pers Soc Psychol
1980;39:1161–78.

Saito K, Otsuru N, Yokota H et al. α-tACS over the somatosensory 
cortex enhances tactile spatial discrimination in healthy subjects 
with low alpha activity. Brain Behav 2021;11:e02019. https://doi.
org/10.1002/brb3.2019

Sánchez-Navarro JP, Martínez-Selva JM, Román F. Emotional 
response in patients with frontal brain damage: effects of 
affective valence and information content. Behav Neurosci
2005;119:87–97. https://doi.org/10.1037/0735-7044.119.1.87

Sel A, Calvo-Merino B, Tsakiris M et al. The somatotopy of observed 
emotions. Cortex 2020;129:11–22. https://doi.org/10.1016/j.cortex.
2020.04.002

Sel A, Forster B, Calvo-Merino B. The emotional homunculus: ERP 
evidence for independent somatosensory responses during facial 
emotional processing. J Neurosci 2014;34:3263–67. https://doi.org/
10.1523/JNEUROSCI.0106-13.2014

Sela T, Kilim A, Lavidor M. Transcranial alternating current stimu-
lation increases risk-taking behavior in the balloon analog risk 
task. Front Neurosci 2012a;6:22. https://doi.org/10.3389/fnins.2012.
00022

Sjouwerman R, Lonsdorf TB. Latency of skin conductance responses 
across stimulus modalities. Psychophysiology 2019;56:e13307. 
https://doi.org/10.1111/psyp.13307

Small DM, Gregory MD, Mak YE et al. Dissociation of neural 
representation of intensity and affective valuation in human 
gustation. Neuron 2003;39:701–11. https://doi.org/10.1016/s0896-
6273(03)00467-7

Sollfrank T, Kohnen O, Hilfiker P et al. The effects of dynamic 
and static emotional facial expressions of humans and their 
avatars on the EEG: an ERP and ERD/ERS study. Front Neurosci
2021;15:651044. https://doi.org/10.3389/fnins.2021.651044

Soussignan R, Ehrlé N, Henry A et al. Dissociation of emotional pro-
cesses in response to visual and olfactory stimuli following fron-
totemporal damage. Neurocase 2005;11:114–28. https://doi.org/10.
1080/13554790590922513

Straube T, Miltner WHR. Attention to aversive emotion and 
specific activation of the right insula and right somatosen-
sory cortex. NeuroImage 2011;54:2534–38. https://doi.org/10.1016/
j.neuroimage.2010.10.010

Sugata H, Yagi K, Yazawa S et al. Modulation of motor learning capac-
ity by transcranial alternating current stimulation. Neuroscience 

2018;391:131–39. https://doi.org/10.1016/j.neuroscience.2018.
09.013

Tamè L, Holmes NP. Neurostimulation in tactile perception. In: 
Holmes, N.P. (ed.), Somatosensory Research Methods, Neuromethods, 
vol 196. New York: Humana, 2023, 451–82.

Terasawa Y, Fukushima H, Umeda S. How does interoceptive aware-
ness interact with the subjective experience of emotion? An fMRI 
Study. Hum Brain Mapp 2013;34:598–612. https://doi.org/10.1002/
hbm.21458

Uehara K, Fine JM, Santello M. Modulation of cortical beta oscil-
lations influences motor vigor: a rhythmic TMS-EEG study. 
Hum Brain Mapp 2023;44:1158–72. https://doi.org/10.1002/hbm.2
6149

Vöröslakos M, Takeuchi Y, Brinyiczki K et al. Direct effects of tran-
scranial electric stimulation on brain circuits in rats and humans. 
Nat Commun 2018;9:483. https://doi.org/10.1038/s41467-018-02
928-3

Vosskuhl J, Strüber D, Herrmann CS. Non-invasive brain stimula-
tion: a paradigm shift in understanding brain oscillations. Front 
Hum Neurosci 2018;12:211. https://doi.org/10.3389/fnhum.2018.0
0211

Wach C, Krause V, Moliadze V et al. Effects of 10Hz and 20Hz tran-
scranial alternating current stimulation (tACS) on motor func-
tions and motor cortical excitability. Behav Brain Res 2013;241:1–6. 
https://doi.org/10.1016/j.bbr.2012.11.038

Wicker B, Keysers C, Plailly J et al. Both of us disgusted in 
my insula. Neuron 2003;40:655–64. https://doi.org/10.1016/s0896-
6273(03)00679-2

Williams LM, Phillips ML, Brammer MJ et al. Arousal dissoci-
ates amygdala and hippocampal fear responses: evidence from 
simultaneous fMRI and skin conductance recording. NeuroImage
2001;14:1070–79. https://doi.org/10.1006/nimg.2001.0904

Wilson M. Six views of embodied cognition. Psychon Bull Rev
2002;9:625–36.

Winkielman P, Niedenthal P, Wielgosz J et al. Embodiment of cog-
nition and emotion. In: APA Handbook of Personality and Social 
Psychology, Volume 1: Attitudes and Social Cognition. Washington: 
American Psychological Association, 2015, 151–75.

Wittenberg MA, Morr M, Schnitzler A et al. 10 Hz tACS over 
somatosensory cortex does not modulate supra-threshold tac-
tile temporal discrimination in humans. Front Neurosci 2019;
13:311.

Social Cognitive and Affective Neuroscience, 2024, 19(1), nsae062, DOI: https://doi.org/10.1093/scan/nsae062, Advance Access Publication Date: 13 September 
2024, Original Research – Neuroscience
Received: 20 January 2024; Revised: 27 June 2024; Accepted: 12 September 2024
© The Author(s) 2024. Published by Oxford University Press.
This is an Open Access article distributed under the terms of the Creative Commons Attribution License (https://creativecommons.org/licenses/by/4.0/), which 
permits unrestricted reuse, distribution, and reproduction in any medium, provided the original work is properly cited.

D
ow

nloaded from
 https://academ

ic.oup.com
/scan/article/19/1/nsae062/7756920 by guest on 30 O

ctober 2024

https://doi.org/https://doi.org/10.1002/brb3.2019
https://doi.org/https://doi.org/10.1002/brb3.2019
https://doi.org/https://doi.org/10.1037/0735-7044.119.1.87
https://doi.org/https://doi.org/10.1016/j.cortex.2020.04.002
https://doi.org/https://doi.org/10.1016/j.cortex.2020.04.002
https://doi.org/https://doi.org/10.1523/JNEUROSCI.0106-13.2014
https://doi.org/https://doi.org/10.1523/JNEUROSCI.0106-13.2014
https://doi.org/https://doi.org/10.3389/fnins.2012.00022
https://doi.org/https://doi.org/10.3389/fnins.2012.00022
https://doi.org/https://doi.org/10.1111/psyp.13307
https://doi.org/https://doi.org/10.1016/s0896-6273(03)00467-7
https://doi.org/https://doi.org/10.1016/s0896-6273(03)00467-7
https://doi.org/https://doi.org/10.3389/fnins.2021.651044
https://doi.org/https://doi.org/10.1080/13554790590922513
https://doi.org/https://doi.org/10.1080/13554790590922513
https://doi.org/https://doi.org/10.1016/j.neuroimage.2010.10.010
https://doi.org/https://doi.org/10.1016/j.neuroimage.2010.10.010
https://doi.org/https://doi.org/10.1016/j.neuroscience.2018.09.013
https://doi.org/https://doi.org/10.1016/j.neuroscience.2018.09.013
https://doi.org/https://doi.org/10.1002/hbm.21458
https://doi.org/https://doi.org/10.1002/hbm.21458
https://doi.org/https://doi.org/10.1002/hbm.26149
https://doi.org/https://doi.org/10.1002/hbm.26149
https://doi.org/https://doi.org/10.1038/s41467-018-02928-3
https://doi.org/https://doi.org/10.1038/s41467-018-02928-3
https://doi.org/https://doi.org/10.3389/fnhum.2018.00211
https://doi.org/https://doi.org/10.3389/fnhum.2018.00211
https://doi.org/https://doi.org/10.1016/j.bbr.2012.11.038
https://doi.org/https://doi.org/10.1016/s0896-6273(03)00679-2
https://doi.org/https://doi.org/10.1016/s0896-6273(03)00679-2
https://doi.org/https://doi.org/10.1006/nimg.2001.0904
https://creativecommons.org/licenses/by/4.0/

