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Hostile jokes (HJs) provide aggressive catharsis and a feeling of superiority. Behavioral
research has found that HJs are perceived as funnier than non-hostile jokes (NJs). The
purpose of the present study was to identify the neural correlates of the interaction
between type and humor by comparing HJs, NJs, and their corresponding hostile
sentences (HSs) and non-hostile sentences (NSs). HJs primarily showed activation in the
dorsomedial prefrontal cortex (dmPFC) and midbrain compared with the corresponding
hostile baseline. Conversely, NJs primarily revealed activation in the ventromedial PFC
(vmPFC), amygdala, midbrain, ventral anterior cingulate cortex, and nucleus accumbens
(NAcc) compared with the corresponding non-hostile baseline. These results support
the critical role of the medial PFC (mPFC) for the neural correlates of social cognition
and socio-emotional processing in response to different types of jokes. Moreover,
the processing of HJs showed increased activation in the dmPFC, which suggested
cognitive operations of social motivation, whereas the processing of NJs displayed
increased activation in the vmPFC, which suggested social-affective engagement. HJs
versus NJs primarily showed increased activation in the dmPFC and midbrain, whereas
NJs versus HJs primarily displayed greater activation in the amygdala and midbrain. The
psychophysiological interaction (PPI) analysis demonstrated functional coupling of the
dmPFC–dlPFC and midbrain–dmPFC for HJs and functional coupling of the vmPFC–
midbrain and amygdala–midbrain–NAcc for NJs. Surprisingly, HJs were not perceived
as funnier than NJs. Future studies could further investigate the neural correlates of
potentially important traits of high-hostility tendencies in humor appreciation based on
the psychoanalytic and superiority theories of humor.

Keywords: fMRI, aggression, motivational humor, social cognition, mPFC, functional connectivity, superiority
theory

INTRODUCTION

Humor is a form of social motivation and a way of expressing hostility. Humor provides a means
to express and achieve aggression because humor is “not to be taken seriously” (Ziv and Gadish,
1990). Humor often involves aggressive content and is used to demonstrate superiority or to elevate
social status (Polimeni and Reiss, 2006); however, the neural substrates underlying social cognition
and the reactive aggression of humor that represent affective amusement are poorly understood.

Frontiers in Human Neuroscience | www.frontiersin.org 1 October 2016 | Volume 10 | Article 527

http://www.frontiersin.org/Human_Neuroscience/
http://www.frontiersin.org/Human_Neuroscience/editorialboard
http://www.frontiersin.org/Human_Neuroscience/editorialboard
http://dx.doi.org/10.3389/fnhum.2016.00527
http://creativecommons.org/licenses/by/4.0/
http://dx.doi.org/10.3389/fnhum.2016.00527
http://crossmark.crossref.org/dialog/?doi=10.3389/fnhum.2016.00527&domain=pdf&date_stamp=2016-10-28
http://journal.frontiersin.org/article/10.3389/fnhum.2016.00527/abstract
http://loop.frontiersin.org/people/243787/overview
http://loop.frontiersin.org/people/350139/overview
http://loop.frontiersin.org/people/348990/overview
http://www.frontiersin.org/Human_Neuroscience/
http://www.frontiersin.org/
http://www.frontiersin.org/Human_Neuroscience/archive


fnhum-10-00527 October 26, 2016 Time: 13:44 # 2

Chan et al. Hostile Jokes in Humor Appreciation

The present study attempted to identify the neural correlates
of socially motivated (hostile) and non-motivated (non-hostile)
jokes in humor appreciation.

Previous functional magnetic resonance imaging (fMRI)
studies of verbal humor focused on segregating cognitive and
affective processing (e.g., Goel and Dolan, 2001; Chan et al., 2012,
2013). Recent fMRI studies of verbal humor examined the neural
correlates of particular humor structures (i.e., logical mechanisms
or humor techniques), such as responses to different types of
verbal jokes (Chan and Lavallee, 2015), and the processing of
different humor structures between the sexes/genders (Chan,
2016a). However, the neural correlates of humor appreciation
differ not only in terms of the humor structure (Chan and
Lavallee, 2015; Chan, 2016a), but also in terms of humor content
(Chan, 2016b).

Behavioral studies of specific types of humor content that
contain either sexual or aggressive content have been a topic
of interest for years (Lundell, 1993; Crawford, 1995). However,
many behavioral studies of humor content have primarily focused
on sexual humor (e.g., Hassett and Houlihan, 1979). To date,
there has been less research on the neural correlates of humor
content differences, specifically pertaining to hostile aggressive
content. Therefore, the neural correlates of social motivation on
hostility expressed in the underlying humor content of hostile
jokes (HJs) should be further investigated.

Hostile humor is hostile aggression in which a target is
humiliated, insulted, embarrassed, or physically hurt (Weinstein
et al., 2011). HJs are disguised as aggressiveness or veiled attacks
that allow one individual to subjugate and conquer another while
maintaining respectability and goodness (Freud, 1905/1960).
Hostile humor conceptually overlaps with disparagement humor;
however, disparagement humor involves humiliation and insult
and is directed toward a particular group (Ford and Ferguson,
2004). We define HJs as a sarcastic expression of aggression.
HJs (or aggressive jokes) refer to remarks intended to elicit
amusement through the denigration of a target. Therefore, HJs
employ aggressive content to construct unexpected incongruities
that can be resolved in an amusing way through both diminishing
and reinterpreting the target.

Evolutionary humor theories have emphasized the possible
adaptive characteristics of humor and laughter (Weisfeld, 1993;
Polimeni and Reiss, 2006). There have been numerous theoretical
links between humor and aggression in humor appreciation.
Humor and aggression in humor appreciation have been
most influential in social motivation theories, such as the
psychoanalytic, superiority/disparagement, and arousal theories
(McCauley et al., 1983). The Freudian theory of the joke was
the first to propose aggression as a motivation of humor. Freud
(1905/1960) viewed humor as having a cathartic effect based
on psychoanalytical views. Laughter is considered a pleasurable
release of excessive aggressive tension. Additionally, unconscious
and tendentious humor should be more appreciated because
humor is a socially acceptable sublimation of the aggressive
response (Ziv and Gadish, 1990). The superiority theory of
humor elicits amusement from the glory of superiority or the
triumph one feels from the recognition of the shortcomings or
misfortunes of others. Specifically, amusement results from the

enhancement of self-esteem derived from a “downward social
comparison” with others who are perceived to be inferior or
disliked (Hobbes, 1651/1996; Morreall, 1983; Gruner, 1997).
People using hostile humor may feel superior to others and use
humor to establish their self-esteem (Ferguson and Ford, 2008;
Weinstein et al., 2011). Hobbes (1651/1996) suggested that people
are amused by the disparagement of others because they enhance
their self-esteem through a downward social comparison with the
target.

Based on the psychoanalytic theory (Freud, 1905/1960) and
superiority theory (Hobbes, 1651/1996; Gruner, 1997), HJs tend
to be funnier than more harmless types of non-aggressive jokes.
Each framework suggests a distinct mechanism that fosters
amusement upon exposure to HJs. Appreciation of hostile humor
can be a way to aggress with violating social conventions
(Zillmann and Bryant, 1980). Appreciation of hostile humor
protects the ego while functioning as a form of interpersonal
aggression and a process of tension release or drive reduction
(Byrne, 1956). Additionally, the appreciation of hostile humor
conveys the explicit expression of disparaging others and
establishing superiority (Weinstein et al., 2011).

Empirically supported theories of humor, including the
psychoanalytic and superiority theories, argue that aggression
underlies the enjoyment of hostile humor. Numerous humor
appreciation studies investigating hostile humor have shown
that aggressive humor is funnier. Several studies have also
indicated that the Freudian cathartic influence of aggressive
humor is funnier (e.g., Gollob and Levine, 1967; Berkowitz, 1970;
McCauley et al., 1983). For example, the ratings of humor and
aggressiveness are consistent with the Freudian, arousal, and
superiority theories of humor, which suggest that the tendency
of more aggressive humor appears to be funnier (McCauley
et al., 1983). The perceived characteristics of protagonists in an
aggressive joke have a significant effect on the humor degree
of the joke, and a victim who is thought to deserve hostility
elicits more humor (Gutman and Priest, 1969). These results
are consistent with the Freudian theory of humor. If a person
focuses on the aggressive content by asking for an explanation of
the joke, the participant is unable to enjoy the humor. However,
when the aggressive joke provides sufficient distraction so that the
person does not immediately become fully aware of the aggressive
implications, the participant can enjoy the aggressive humor
(Gollob and Levine, 1967).

Humor operates through a variety of aggressive content
types that generate surprise and then amusement and laughter
once the unexpected incongruity of hostility is resolved. The
prefrontal cortex (PFC) plays a central role in social cognition and
involves perspective-taking skills (Frith and Frith, 1999; Bzdok
et al., 2013) and the regulation of emotions, such as aggression
(Blair, 2004). The specific social brain region in the PFC is the
medial PFC (mPFC) (Grossmann, 2013). The mPFC is widely
accepted to play a key role in the neural networks relevant for
social cognition and socio-emotional processing, which include
retrieving social semantic knowledge, monitoring actions and
outcomes, mentalizing (or theory of mind, ToM), and processing
affective information (Amodio and Frith, 2006; Bzdok et al.,
2013).
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The mPFC can be broadly divided into two sections based
on the neuroanatomical connections: the dorsomedial PFC
(dmPFC) and the ventromedial PFC (vmPFC). Imaging studies
of social interaction and emotional control have identified at
least two distinct areas within the mPFC that are involved in
aggression and its control (Lotze et al., 2007). A study of social
reactive aggression showed that the dmPFC seemed to represent
cognitive operations related to more intense social interaction
processes, which included conflict management and response
selection in aggression-provoking situations; conversely, the
vmPFC might be involved in affective processes associated with
compassion toward the victim (Lotze et al., 2007). Additionally,
the dmPFC versus the vmPFC has also been proposed to be
functionally dissociable in several ways, including cognitive
versus emotional, controlled versus automatic, goal-oriented
versus outcome-oriented, explicit versus implicit (Bzdok et al.,
2013), monitoring and reflective versus stimulus-driven (Olsson
and Ochsner, 2008), and considerate of others versus self-
involved (Mitchell et al., 2006; Van Overwalle, 2009; Forbes and
Grafman, 2010).

Previous studies of verbal humor and meta-analysis results
showed that humor processing recruited a large set of cortical
and subcortical brain areas that maintained the cognitive and
affective components and the laughter response (Chan et al.,
2012, 2013; Vrticka et al., 2013; Chan and Lavallee, 2015;
Chan, 2016a,b). Humor comprehension recruits activity in
the mPFC and requires the attribution of the mental states,
whereas humor appreciation recruits activation in classical
reward areas, including the midbrain, nucleus accumbens
(NAcc), amygdala, insula, ventral anterior cingulate cortex
(vACC), and vmPFC, which suggests increased activity in the
mesocorticolimbic dopaminergic brain areas (Mobbs et al., 2003;
Vrticka et al., 2013). Furthermore, previous fMRI studies of
humor appreciation have shown activation in the cortical and
subcortical regions in the ventral system, including the amygdala
(Watson et al., 2007; Bekinschtein et al., 2011; Chan et al.,
2012; Amir et al., 2013; Chan and Lavallee, 2015; Chan, 2016a),
midbrain (Watson et al., 2007; Bekinschtein et al., 2011; Chan,
2016a), insula (Watson et al., 2007; Chan, 2016a), vACC (Watson
et al., 2007; Chan and Lavallee, 2015), vmPFC (Goel and Dolan,
2001; Chan et al., 2012), and NAcc (Bekinschtein et al., 2011;
Chan, 2016a).

The present event-related fMRI study attempted to advance
our understanding of the neural correlates of interactions
between type (hostile/non-hostile) and humor (joke/non-joke)
during humor processing. We also focused on regions of interest
(ROIs) in the mPFC (including subregions in the dmPFC and
vmPFC), midbrain, amygdala, insula, vACC, and NAcc. The
mPFC plays a key role in modulating limbic reactivity for
social cognition and social-affective engagement. We predicted
that activity in the dmPFC in response to HJs would yield
cognitive regulation of emotion behavior when participants
made judgments about the hostile aggressive intentions and
emotional states of others. Conversely, we predicted that activity
in the vmPFC in response to non-hostile jokes (NJs) would
be associated with understanding one’s own feelings and would
result in physiological changes that accompanied the emotional

responses of hedonic reward. Based on the psychoanalytic theory
(Freud, 1905/1960) and superiority theory (Hobbes, 1651/1996),
we expected that HJs would show greater activation than NJs
in the “feelings of amusement” area of the mesocorticolimbic
dopamine system.

MATERIALS AND METHODS

Participants
Twenty-five native Mandarin speakers (14 females) with no
history of neurological or psychiatric problems participated
in this study. Their ages ranged from 20 to 29 years
(M = 23.56, SD = 3.20). Right-hand dominance was indicated
by the Edinburgh Handedness Inventory (Oldfield, 1971). The
participants’ personalities and senses of humor were evaluated
using the traditional Chinese version of the PhoPhiKat-45 (Chen
et al., 2011) and the Humor Style Questionnaire (HSQ) (Chan
et al., 2011). The mean “katagelasticism” (enjoyment of laughing
at others) rating was 1.85 ± 0.38 for the PhoPhiKat-45 on a 4-
point scale, and the mean “aggressive humor style” rating was
2.66± 0.82 for the HSQ on a 7-point scale. Thus, the participants
exhibited low-hostility personality traits. Most participants in this
study took part in the experiment reported in Chan (2016b).
This study was approved by the Research Ethics Committee of
National Tsing Hua University. All participants provided written
informed consent in accordance with the Declaration of Helsinki.

Stimuli
Verbal jokes were assessed as a function of the type of humor.
Two types of verbal jokes were presented: hostile and non-
hostile. The HJs were selected with aggressive themes, including
references to mock-aggressive appearance (e.g., face or shape)
and ability, which make fun of a target or victim. The criteria
for selecting the stimuli were described in more detail in Chan
(2016b).

In the first behavioral study, 44 HJs and 32 NJs were
selected from an existing joke corpus taken from previous
studies (Cheng et al., 2013; Chan, 2014; Chan and Lavallee,
2015) and the Internet. Fifty-four participants (36 men, mean
age 20.41 ± 1.46 years, range 18–24 years) rated each joke
on the degree of comprehensibility, funniness, and hostility
on a 7-point scale. Thirty-six HJs with ratings above four
for comprehensibility, funniness, and hostility were selected.
Corresponding baseline trials were constructed by replacing the
punch lines of all of the jokes with neutral stories of matching
length and punctuation, resulting in 36 hostile sentences (HSs)
and 32 non-hostile sentences (NSs).

A second behavioral study was conducted with a separate
group of 27 participants (15 men, mean age 20.52 ± 2.41 years,
range 18–30 years). Using the E-Prime 2.0 software
(Psychological Software Tools, Inc., Pittsburgh, PA, USA),
all participants viewed and rated each trial on the degree of
comprehensibility, funniness and hostility on a 7-point scale.
Based on the results of that study, the present study selected the
32 most salient HJs. The means and standard deviations for the
rated levels of comprehensibility, funniness, and hostility for all

Frontiers in Human Neuroscience | www.frontiersin.org 3 October 2016 | Volume 10 | Article 527

http://www.frontiersin.org/Human_Neuroscience/
http://www.frontiersin.org/
http://www.frontiersin.org/Human_Neuroscience/archive


fnhum-10-00527 October 26, 2016 Time: 13:44 # 4

Chan et al. Hostile Jokes in Humor Appreciation

four conditions of the 32 stimuli were individually investigated.
The mean and standard deviation for comprehensibility was
6.29± 0.82, which indicated that all stimuli were comprehensible
to the participants. The mean funniness ratings for the HJs and
NJs were 4.70 ± 1.27 and 5.01 ± 1.17, respectively, compared
with mean funniness ratings of 2.82 ± 0.84 and 2.44 ± 0.83 for
the HSs and NSs, respectively. The mean hostility ratings for
the HJs and HSs were 4.70 ± 1.22 and 4.85 ± 1.09, respectively,
compared with the mean non-hostility ratings of 1.61± 0.63 and
1.70± 0.59 for the NJs and NSs, respectively.

The interaction between type (hostile/non-hostile) and humor
(joke/non-joke) in the subjective humor rating was significant
at F(1,26) = 22.24, p < 0.001. The two joke conditions were
significantly funnier than the two non-joke conditions. The two
hostile conditions (HJ and HS) were rated as being significantly
more hostile than the two non-hostile conditions (NJ and
NS). The participants recognized the jokes containing hostile
intentions.

The hostile jokes (HJs) and baseline sentences (HSs) were
constructed using aggressive content. For example, one hostile
stimulus pair read as follows:

A highly nearsighted mother brought her child to an art
museum to see an art exhibit. Because she was unable to see the
portraits clearly, the mother moved her face toward a portrait and
shouted, “This is the ugliest portrait I have ever seen in my life.”
Suddenly, there was dead silence and nearby tourists said,

“It is not a portrait but a mirror” (HJ) or
“Don’t make so much noise. It’s not classy” (HS).

Non-hostile jokes (NJs) and baseline sentences (NSs) were
constructed using non-aggressive content. For example,

A patient was worried about the health of his brain, fearing
that he had an incurable disease. He went to the hospital and
anxiously asked for a detailed brain scan. After the scan, he asked
the doctor, “Is there anything in my brain?” The doctor answered,
“Nothing”, and the patient responded,

“That bad?” in a panic (NJ) or
“Thank God!” in relief (NS).

Experimental Paradigm
The stimuli were presented in an event-related fMRI paradigm.
The experimental paradigm was presented using E-Prime, and all
stimuli were presented in black and white. The study examined
the neural correlates of the interaction between type (hostile and
non-hostile) and humor (joke and non-joke). In each trial, the
participant was first shown the fixation target for a jittered inter-
stimulus interval (ISI), which randomly varied among 2.1, 3.2,
5.6, and 7.9 s and was counterbalanced across the stimulus types.
The setup was shown once for 12 s and then followed by the
punch line, which lasted for 9 s. Finally, the participants provided
a subjective funniness judgment by pressing one of four buttons
on a keypad positioned under their right hand to indicate how
funny the participant thought the stimuli was (1 = “not funny
at all” to 4 = “very funny”), which lasted for 4 s within time-
locked rather than self-paced ratings. Instead of paying attention
to the judgment process, the present study required participants

to appreciate the jokes. Therefore, we designed the instruction
as “Please read every short story carefully and appreciate it.” A
more detailed account of the experimental design can be viewed
in Chan (2016b). There were a total of four functional runs. Each
functional run lasted 7 min and 55 s, and there was a 2-min
break between runs. The total duration of the experiment was
approximately 38 min and 5 s per participant.

Image Acquisition
Functional MRI data were obtained using a Siemens Skyra
3T scanner (Erlangen, Germany) and a standard 32-channel
head coil with a rapid event-related design. Blood oxygenation
level-dependent (BOLD) signals were measured with an echo
planar imaging (EPI) sequence as follows: repetition time
(TR) = 2000 ms, echo time (TE) = 30 ms, flip angle = 90◦,
64× 64 matrix, field of view (FOV)= 240× 240 mm2, and voxel
size = 3.75 × 3.75 × 3.7 mm3. Each functional run acquired
240 volumes. Every volume contained 36 transverse slices (3.7-
mm-thick, no gap) in an interleaved order. A high-resolution
3D structural data set (3D MPRAGE) was acquired using the
following pulse sequence: TR = 1900 ms, TE = 3.30 ms, flip
angle = 9◦, 256 × 256 matrix, FOV = 256 × 256 mm2, voxel
size= 1× 1× 1 mm3 resolution, and 192 1-mm thick contiguous
axial images.

Image Analysis
The data were analyzed using the Statistical Parametric Mapping
software (SPM8; Wellcome Department of Cognitive Neurology,
London, UK). For pre-processing, the EPI data were corrected
for the slice time and head movement to the middle functional
volume, coregistered, normalized to the standard Montreal
Neurological Institute (MNI) coordinate space and spatially
smoothed using a Gaussian kernel with a full width at half
maximum (FWHM) of 8 mm and high-pass temporal filtering
(128 s cutoff).

Statistical maps were generated using a two-level general
linear model (GLM) approach. First, each participant’s BOLD
signal was modeled with a fixed effects analysis that modeled
the different conditions (HJ, HS, NJ, and NS) as events for the
punch line using a canonical hemodynamic response function
(HRF) with a temporal derivative. All six motion parameters were
included as nuisance regressors into the GLM. Each participant
was analyzed for his or her responses to the jokes compared with
the non-joke baseline stimuli for each condition using a GLM.

Second, each participant’s contrast volumes were fed into a
random-effects analysis, which created group average maps for all
contrasts across the entire brain using the flexible factorial design.
A two-way repeated measures analysis of variance (ANOVA) was
performed for predefined jokes and non-jokes, which enabled the
evaluation of the main effect of the type (hostile type and non-
hostile type), the main effect of humor (joke and non-joke), and
the interaction between the two factors (type and humor).

A ROI statistical analysis was performed for a specific a priori
hypothesis. Based on social cognition of social motivation (Blair,
2004; Amodio and Frith, 2006; Bzdok et al., 2013; Grossmann,
2013) and previous studies of humor appreciation (Mobbs et al.,
2003; Chan et al., 2012, 2013; Vrticka et al., 2013; Chan and
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Lavallee, 2015; Chan, 2016a,b), the resulting mask of humor
processing was associated with brain regions in the predefined
ROI using an 8-mm radius sphere. The present study focused
on seven ROIs in the PFC (primarily including subregions in
the dmPFC and vmPFC), midbrain, amygdala, insula, vACC,
and NAcc. Anatomical ROI maps were constructed from the
Wake Forest University (WFU) PickAtlas (Maldjian et al., 2003),
whereas the PFC (vlPFC, dlPFC, vmPFC, and dmPFC) masks
were constructed from the Automated Anatomical Labeling atlas.

A psychophysiological interaction (PPI) analysis (Friston
et al., 1997) was also conducted to investigate functional
connectivity using the mPFC of social cognition regions,
including the left dmPFC in response to HJs and the left vmPFC
in response to NJs as the seeds to show connectivity with
several regions. In addition to the mPFC for social cognition,
the mesocorticolimbic dopamine system, which involves different
neural systems that mediate affective amusement behavior, was
investigated. Regions of the mesocorticolimbic dopamine system
showed an increased response to predictors of a reward. Midbrain
and amygdala seed regions were also selected for the PPI analysis.
Therefore, individual BOLD signal time courses were extracted
from local activation maxima, which served as physiological
vectors in the PPI analyses.

The PPI analysis employs three regressors as follows: one
regressor representing the deconvolved activation time course
in a given volume of interest (the physiological variable; the
Y vector), one regressor representing the psychological variable
of interest (e.g., joke versus non-joke, including the contrast
of HJ versus HS and the contrast of NJ versus NS; the P
vector), and a third regressor representing the interaction of
the previous two vectors (the PPI term). Using SPM8 for each
participant and seed region, we extracted the first eigenvariate
of the deconvolved time course of activity in the ROIs identified
from an 8-mm-radius sphere around the peak coordinates. The
PPI was obtained separately for each participant to assess the
neural activity in each of the six predefined ROIs by multiplying
the deconvolved and mean-corrected BOLD signal with the
psychological vector for the onset times of the joke (1) and non-
joke (−1) trials. We computed the PPI by taking the product
of the psychological and physiological vectors at each time
point.

After convolution with the HRF, mean correction, and
orthogonalization, the three regressors (i.e., PPI, Y vector, and P
vector) and the effects of no interest (i.e., six motion correction
parameters) for each functional run were entered run-by-run
into a single first-level GLM to determine condition-dependent
changes of functional connectivity for each volume of interest
for each participant. The model was estimated and contrasts
were generated to test the effect of the PPI used for the second-
level random-effects analysis for each ROI. The contrasts were
generated to test the effect of the PPI at the second level in
one-sample t-tests to identify the brain regions showing PPI
connectivity with the seed regions.

All reports (including the PPI analyses) of this study were
considered significant at p < 0.05 after correction for multiple
comparisons using the family-wise error rate (FWE) across the
ROIs at the voxel level with a cluster size greater than or equal

to five voxels after small volume correction on anatomical ROIs.
To visualize the signal changes for significant brain regions, time
courses were extracted from the beta values of the peak voxels of
the regions.

RESULTS

Behavioral Data
Participants rated the funniness of each condition on a 4-point
scale (1 = not funny at all, 2 = not funny, 3 = funny, and
4 = very funny) during the scanning procedure. The mean
funniness ratings for the HJs and NJs were 2.74 ± 0.50 and
2.81 ± 0.51, respectively, compared with mean funniness ratings
of 1.97 ± 0.59 and 1.84 ± 0.46 for the HSs and NSs. There was
a significant difference in the judged degree of funniness across
the four conditions (χ2(9) = 372.44, p < 0.001). The post hoc
tests revealed that the frequency of stimuli rated in the funniness
ratings in the joke conditions (HJ and NJ) was significantly higher
than the frequency in the non-joke conditions (HS and NS).
There was no significant difference in the degree of funniness
between the HJ and NJ conditions [t(24)=−0.99, p= 0.332]. The
interaction between the type (hostile and non-hostile) and humor
(joke and non-joke) on the funniness ratings was not significant
[F(1,24) = 3.14, p = 0.089, and η2

= 0.12]. The main effect
of humor (joke/non-joke) was significant [F(1,24) = 135.97,
p < 0.001, and η2

= 0.85]. The two joke conditions were
significantly funnier than the two non-joke conditions.

Main Effect and Interaction Analysis
The main effects of type, the main effect of humor and the
interaction between type and humor were examined (Table 1).

Main Effect of Type (Hostile versus Non-hostile Type)
The contrast of the hostile type (HJ+HS) versus the non-hostile
type (NJ+ NS) showed greater activation in the left dorsomedial
PFC (dmPFC), left ventromedial PFC (vmPFC), left midbrain,
and right NAcc (Table 1).

Main Effect of Type (Non-hostile versus Hostile Type)
The contrast of the non-hostile type (NJ+ NS) versus the hostile
type (HJ+HS) showed greater activation in the right dorsolateral
PFC (dlPFC) and the right ventrolateral PFC (vlPFC) (Table 1).

Main Effect of Humor (Joke versus Non-joke)
The contrast of all jokes (HJ + NJ) versus all baseline stimuli
(HS + NS) showed activation in a wide network of cortical
and subcortical regions, including the left dmPFC, right vlPFC,
bilateral amygdala, left vmPFC, left ventral anterior cingulate
cortex (vACC), left midbrain, left dlPFC, and bilateral insula
(Table 1).

Interaction between Type and Humor
The interaction between type and humor revealed activation
in the bilateral amygdala, left insula, right dmPFC, left vACC,
left vmPFC, right vlPFC, bilateral midbrain, and right dlPFC
(Table 1).
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TABLE 1 | Main effects of type and humor and their interaction.

Anatomical region BA Voxels Side Montreal Neurological Institute (MNI) coordinates Z-score

X y z

Main effect of type: Hostile type (HJ + HS) > Non-hostile type (NJ + NS)

Superior frontal gyrus (dmPFC) 8 23 L −10 54 42 4.37

Medial frontal gyrus (vmPFC) 10 62 L −6 60 18 4.31

Midbrain – 18 L −2 −16 −10 3.59

Nucleus accumbens (NAcc) – 6 R 6 −6 0 3.29

Main effect of type: Non-hostile (NJ + NS) > Hostile type (HJ + HS)

Middle frontal gyrus (dlPFC) 9 54 R 36 16 36 4.93

Inferior frontal gyrus (vlPFC) 44 37 R 52 16 16 4.57

Main effect of humor: Joke (HJ + NJ) > non-joke (HS + NS)

Medial frontal gyrus (dmPFC) 9 12 L −8 36 34 4.22

Inferior frontal gyrus (vlPFC) 44 29 R 62 6 20 4.16

Amygdala – 49 L −24 −8 −16 4.11

Medial frontal gyrus (vmPFC) 10 61 L −10 56 4 4.09

Anterior cingulate cortex (vACC) 32 86 L −8 48 0 4.02

Midbrain – 56 L −6 -20 −6 3.93

Superior frontal gyrus (dlPFC) 8 22 L −18 38 42 3.8

Insula 13 90 L −38 4 6 3.77

Amygdala – 12 R 24 −8 −14 3.72

Insula 13 50 R 44 6 4 3.72

Interaction effect of type × humor

Amygdala – 65 R 26 −8 −14 7.22

Insula 13 81 L −48 −30 20 6.74

Medial frontal gyrus (dmPFC) 9 47 R 6 50 42 6.12

Anterior cingulate cortex (vACC) 32 76 L −2 48 −2 6.04

Medial frontal gyrus (vmPFC) 10 39 L −4 48 −6 5.98

Amygdala – 48 L −22 −8 −16 5.82

Inferior frontal gyrus (vlPFC) 44 22 R 62 12 18 4.96

Midbrain – 14 L −14 −16 −10 4.76

Midbrain – 13 R 0 −12 −10 4.67

Inferior frontal gyrus (dlPFC) 9 30 R 46 2 34 4.23

BA, Brodmann’s area; L, left; R, right; the activation threshold was set at p < 0.05 and was FWE (family-wise error rate) corrected for multiple comparisons at the peak
level for region-of-interest (ROI) masks. dmPFC, dorsomedial prefrontal cortex; vmPFC, ventromedial PFC; dlPFC, dorsolateral PFC; vlPFC, ventrolateral PFC; vACC,
ventral anterior cingulate cortex.

Simple Main Effect for Each Type (Hostile
and Non-hostile Type)
A post hoc test showed a significant simple main effect for each
of the different types (Table 2).

Hostile Type (HJ > HS)
In the hostile type condition, the HJ versus HS
contrast revealed greater activation in the left vlPFC,
left dmPFC, left midbrain, and left insula (Table 2,
Figure 1).

Non-hostile Type (NJ > NS)
In the non-hostile type condition, the NJ versus NS contrast
showed greater activation in the bilateral amygdala, bilateral
insula, right vlPFC, left vACC, bilateral vmPFC, left dlPFC,
left midbrain, left dmPFC, and right NAcc (Table 2,
Figure 2).

Simple Main Effect of ‘Humor’ in the
Joke Condition
Joke Condition (HJ > NJ)
In the joke (funny) condition, the HJ versus NJ contrast showed
greater activation in the right midbrain, left dmPFC, left vlPFC,
and left insula (Table 2).

Joke Condition (NJ > HJ)
In the joke (funny) condition, the NJ versus HJ contrast showed
greater activation in the right amygdala, bilateral vlPFC, bilateral
insula, bilateral dlPFC, and right midbrain (Table 2).

Comparison of Two Jokes with Their
Corresponding Baselines Removed
Hostile versus Non-hostile Type [(HJ-HS) > (NJ-NS)]
A comparison of the two jokes with their corresponding
baselines was also performed. In joke condition (HJ versus NJ),
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TABLE 2 | Simple main effect for ‘type’ in the hostile condition and non-hostile condition and the simple main effect of ‘humor’ in the joke condition.

Anatomical region BA Voxels Side MNI coordinates Z-score

x y z

Hostile type (HJ > HS)

Middle frontal gyrus (vlPFC) 10 19 L −44 42 14 4.41

Medial frontal gyrus (dmPFC) 9 7 L −8 38 34 4.30

Midbrain – 13 L −2 −12 −10 3.83

Insula 13 9 L -34 −8 20 3.59

Non-hostile type (NJ > NS)

Amygdala – 60 R 24 −8 −14 6.65

Insula 13 214 L −40 6 4 6.35

Amygdala – 70 L −24 −8 −14 6.20

Inferior frontal gyrus (vlPFC) 44 68 R 62 6 18 5.84

Anterior cingulate cortex (vACC) 32 124 L −4 46 −2 5.83

Medial frontal gyrus (vmPFC) 10 74 L −6 50 −2 5.82

Superior frontal gyrus (dlPFC) 9 57 L −20 42 42 5.16

Midbrain – 146 L −2 −24 −10 5.07

Midbrain – 69 L −14 −16 −4 4.23

Medial frontal gyrus (dmPFC) 9 17 L −10 40 22 4.23

Insula 13 19 R 46 −18 20 4.11

Medial frontal gyrus (vmPFC) 10 34 R 2 58 −2 4.04

Nucleus accumbens (NAcc) – 27 R 6 0 0 3.31

Joke (HJ > NJ)

Midbrain – 35 R 2 −12 −10 4.84

Superior frontal gyrus (dmPFC) 8 38 L −8 54 40 4.33

Superior frontal gyrus (vlPFC) 10 24 L −12 62 24 3.87

Insula 13 13 L −34 −10 22 3.77

Joke (NJ > HJ)

Amygdala – 59 R 30 −4 −20 5.44

Middle frontal gyrus (vlPFC) 10 21 L −32 40 22 4.91

Insula 13 98 L −46 0 0 4.55

Middle frontal gyrus (dlPFC) 9 26 R 36 42 40 4.54

Insula 13 23 R 44 10 14 4.52

Inferior frontal gyrus (vlPFC) 44 18 R 60 16 14 4.24

Middle frontal gyrus (dlPFC) 9 18 L −36 42 40 4.21

Midbrain – 14 R 2 −28 −8 3.66

Midbrain – 13 R 14 −24 −16 3.59

The activation threshold was set at p < 0.05 and was FWE (family wise error rate) corrected.

represented the humor cognition and appreciation of hostile
content. In the hostile versus non-hostile type, indicated
the humor appreciation of hostile content. A comparison of
neural activation associated with viewing the hostile type (HJ-
HS) versus the non-hostile type (NJ-NS) indicated that the
hostile type revealed activation in the right dmPFC using a
less stringent, uncorrected statistical threshold of p < 0.001
(Table 3).

Non-hostile versus Hostile Type [(NJ-NS) > (HJ-HS)]
A comparison of neural activation associated with viewing
the non-hostile type (NJ-NS) versus the hostile type
(NJ-NS) revealed significant activation in the bilateral
amygdala, bilateral insula, and left vmPFC (Table 3,
Figure 3).

PPI Analysis
The PPI analysis revealed a significant interaction between the
left dmPFC and hostile joke (HJ > HS) activation that was
expressed in regions associated with the social cognition of hostile
motivation. The social cognition activity in the dmPFC during
hostile jokes (HJ > HS) was accompanied by increased functional
interaction with the right dlPFC. Additionally, an increased
functional interaction was detected during affective amusement
of hostile jokes in the left midbrain with the right dlPFC, dmPFC,
and vlPFC (Table 4; Figure 4).

The PPI analysis also revealed a significant interaction
between the left vmPFC and non-hostile joke (NJ > NS)
activation, suggesting social-affective engagement during non-
hostile jokes. We found that a stronger functional connectivity of
the vmPFC with the left midbrain reflected affective amusement
during non-hostile jokes. The PPI analysis using the left
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FIGURE 1 | Distinct neural mechanisms for HJs in the dmPFC. (Top) Brain images of greater activation were found for the simple main effect contrast of hostile
jokes with corresponding hostile non-joke baselines (HJ > HS) in the dmPFC during social cognitive processing and in the midbrain during affective amusement
processing. (Bottom) The bar graphs show the mean beta values of the peak voxels for each of the two types. The error bars represent the SEM. dmPFC,
dorsomedial prefrontal cortex; HJ, hostile jokes; HS, hostile baseline stimuli.

midbrain as the seed showed functional connectivity with several
regions, including the left vlPFC, left amygdala, and left dlPFC.
Additionally, using the left amygdala as the seed revealed
functional interaction with the left midbrain and right NAcc
(Table 4; Figure 5).

Subjective Ratings of Funniness
Individual subjective ratings of funniness were used to identify
brain regions with significant activity changes. A four-point
Likert scale was utilized in the online funniness judgment during
the fMRI scanning. We used two ways to reanalyze the subjective
ratings: (1) as a covariate and (2) as a criterion for re-grouping
the trials.

We re-estimated the model by serving the rating scores
as covariates in a flexible factorial model when performing
the second-level analysis. In this flexible factorial model,
mean funniness rating scores of each participant for the
four conditions respectively were added as a covariate. The
statistical analysis of the two-way design with the factors of
stimulus type and humor was performed accordingly. The
results were generally consistent with our original findings
using pre-defined conditions and a corrected threshold of
p < 0.05 using the FWE across the ROIs. For example, in
the NJ-NS contrast, similar activation was found in brain
regions including vmPFC, amygdala, midbrain, and insula. After
eliminating confounds of rating scores, although dmPFC was
also activated in the HJ-HS contrast, non-consciously perceived

affective amusement did not lead to activation in the midbrain
of insula as seen previously. This could result from participants’
more cognitive involvement in rating hostile jokes subjectively,
and thus less non-consciously perceived affective amusement,
compared with the original results (i.e. without considering
the rating scores as covariates). The process of emotional
stimuli contains two neural circuits, a cognitive and an affective
path. The former is a conscious process, and the latter is
a non-conscious one. Many emotional stimuli are processed
unconsciously in subcortical structures (Tamietto and de Gelder,
2010).

Based on participants’ subjective funniness ratings, we also
performed the reanalysis from the first level to re-group the trials
that participants rated 1-2 for joke condition and 3-4 for non-
joke condition. The results using an uncorrected threshold of
p < 0.001 were generally consistent with our original findings
using pre-defined conditions as shown in Table 2.

DISCUSSION

The present study used event-related fMRI to distinguish
between the neural mechanisms associated with the processing
of hostile and non-hostile jokes and their corresponding non-
joke baselines. The present study supports the hypothesis that
the mPFC plays a key role in the neural networks relevant for
social cognition and socio-emotional processing (Amodio and
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FIGURE 2 | Distinct neural mechanisms for NJs in the vmPFC. (Top) Brain images of greater activation were found for the simple main effect contrast of
non-hostile jokes with the corresponding non-hostile non-joke baseline (HJ > HS) in the vmPFC during socio-emotional processing and in the bilateral amygdala and
midbrain during affective amusement processing. (Bottom) The bar graphs show the mean beta values of the peak voxels for each of the two types. The error bars
represent the SEM. AMG, amygdala; vmPFC, ventromedial prefrontal cortex; NJ, non-hostile jokes; NS, non-hostile baseline stimuli.

TABLE 3 | Comparison of the two jokes with their corresponding baselines removed.

Anatomical region BA Voxels Side MNI coordinates Z-score

x y z

(HJ–HS) > (NJ–NS)

Medial frontal gyrus (dmPFC)† 8 14 R 6 36 46 2.91

(NJ–NS) > (HJ–HS)

Amygdala – 43 R 28 −4 −20 4.82

Insula 13 97 L −38 6 6 3.93

Amygdala – 6 L −24 −8 −16 3.60

Insula 13 24 R 44 −14 −4 3.49

Medial frontal gyrus (vmPFC) 10 31 L −2 58 0 3.33

The activation threshold was set at p < 0.05 and was FWE corrected.
†Using a less stringent statistical threshold of p < 0.001 that was uncorrected.

Frith, 2006; Bzdok et al., 2013). HJs primarily showed greater
activation in the dmPFC compared with the corresponding
hostile baseline, which suggested cognitive operations of social
motivation. Conversely, NJs primarily exhibited increased
activation in the vmPFC compared with the corresponding non-
hostile baseline, which suggested social-affective engagement.
Interestingly, HJs were not perceived as funnier than NJs.
NJs versus HJs displayed greater activation in the amygdala,
insula, and midbrain. PPI analysis further confirmed functional
coupling between dmPFC and dlPFC and increasing coupling

between midbrain and dmPFC for HJs. However, PPI analysis
demonstrated significantly greater function coupling between
vmPFC and midbrain for NJs. Moreover, the results showed
functional coupling midbrain and amygdala, and increased
coupling between amygdala and midbrain and NAcc for NJs.

The incongruities found in HJs are related to explicit
aggressive implications that are left to the reader to discover
and “appreciate the joke.” Amusement is experienced when
the reader resolves the incongruity and enjoys both a sense of
“superiority” and a drive-reducing process based on the implied
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FIGURE 3 | Distinct neural mechanisms for non-hostile jokes versus hostile jokes in the mesocorticolimbic reward system. (Top) Brain images of
greater activation were found for the contrast of non-hostile jokes (NJ-NS) with hostile jokes (HJ-HS) in the bilateral amygdala, bilateral insula, and left vmPFC.
(Bottom) The bar graphs show the mean beta values of the peak voxels. The error bars represent the SEM. L, left, R, right; AMG, amygdala; vmPFC, ventromedial
prefrontal cortex.

deprecation of an actor in the jocular episode. Comparison of HJs
to corresponding hostile non-joke baselines revealed activation
in the vlPFC, dmPFC, midbrain, and insula. The processing
of HJs involves the ability to comprehend the mentalizing and
hostile aggressive intentions and appreciation of social hostile
aggression. The contrast of hostile jokes (HJs) and hostile non-
jokes (HSs) increased activation in the left dmPFC and left vlPFC,
which may imply the comprehension of the hostile intentions
(Chester and DeWall, 2015). In addition, the mesolimbic system
including the left midbrain and left insula was significantly
activated, which could suggest the appreciation of the social
hostile aggression (Chan, 2016a).

The incongruities present in NJs comprise non-aggressive
content. Comparison of non-hostile jokes with the corresponding
non-hostile non-joke baselines revealed activation in the cortical
and subcortical regions. The processing of NJs requires the
ability to “get the joke” through schema shifting in the PFC,
including the vlPFC, vmPFC, dlPFC, and dmPFC, and also
requires the reader to induce a wide range of subcortical regions
of amusement in ventral mesocorticolimbic dopaminergic brain
areas, including the bilateral amygdala, bilateral insula, bilateral
midbrain, right NAcc, and left vACC. The results of the present
study are consistent with our previous studies of humor. For all
joke types, the left dlPFC appeared to support common cognitive
mechanisms, whereas the left vACC was associated with affective

amusement (Chan and Lavallee, 2015). The cognitive theory-of-
mind (ToM), which is involved in understanding the state of
intentions of another person, is found in the dmPFC and vlPFC;
conversely, affective empathy, which is the ability to feel the
emotions of another person, is exhibited in the vmPFC, anterior
insula, and dmPFC (Lieberman, 2007).

The results of the present study also demonstrate the presence
of disparate mechanisms underlying the social motivation for
particular types of jokes. Specifically, we found that the contrast
of hostile jokes (HJ-HS) with non-hostile jokes (NJ-NS) elicited
activity in an area of social cognition in the right dmPFC using
a less stringent uncorrected statistical threshold. Conversely, the
contrast of non-hostile jokes (NJ-NS) with hostile jokes (HJ-HS)
elicited activity in socio-emotional processing in the left vmPFC,
bilateral amygdala and bilateral insula.

We also more precisely identified content type differences of
verbal jokes in the prefrontal modulatory regions, particularly
in the mPFC, which suggests social cognition and emotion for
mental state attribution in understanding, learning, and emotion
regulation (Olsson and Ochsner, 2008). Social cognition of the
mentalizing network in the mPFC has reliably been reported to
be activated during the processing of socio-emotional stimuli
(Singer, 2008; Carrington and Bailey, 2009). The dmPFC was
activated during HJs, which suggested a goal of understanding
other intentions, whereas the vmPFC was activated during NJs,
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TABLE 4 | Functional connectivity of the dmPFC, vmPFC, midbrain, and amygdala seeds of the psychophysiological interaction (PPI) analyses.

Anatomical region BA Voxels Side MNI coordinates Z-score

x y z

(I) Hostile jokes

Left dmPFC seed (−8, 38, and 34)

Medial frontal gyrus (dlPFC)† 9 88 R 42 26 30 3.23

Left midbrain seed (−2, −12, and −10)

Medial frontal gyrus (dlPFC) 46 123 R 44 28 26 4.16

Medial frontal gyrus (dmPFC) 8 104 R 10 24 52 3.77

Medial frontal gyrus (vlPFC) 45 73 R 54 26 4 3.51

(II) Non-hostile jokes

Left vmPFC seed (−6, 50, and −2)

Midbrain – 56 L –6 –28 –18 3.26

Midbrain – 33 L –8 –24 –14 3.13

Left midbrain seed (−2, −24, and −10)

Medial frontal gyrus (vlPFC) 10 7 L −24 42 4 3.57

Left midbrain seed (−14, −16, and −4)

Amygdala† – 5 L −30 −10 −12 2.87

Middle frontal gyrus (dlPFC)† 9 5 L −32 26 40 2.83

Right amygdala seed (24, −8, and −14)

Midbrain – 48 L −2 −20 −12 3.73

Nucleus accumbens (NAcc)† – 14 R 10 2 −6 2.89

The activation threshold was set at p < 0.05 and was FWE (family wise error rate) corrected.
†Using a less stringent statistical threshold of p < 0.001 that was uncorrected for ROI comparison.

FIGURE 4 | Results of the psychophysiological interaction (PPI) analysis for HJs. The left dmPFC and left midbrain were chosen as the seed regions for HJs
(red regions). The left dmPFC showed functional connectivity with the right dlPFC (red line). The left midbrain demonstrated functional coupling with the right PFC
(dlPFC, dmPFC, and vlPFC) during enjoyment of HJs (blue line).

Frontiers in Human Neuroscience | www.frontiersin.org 11 October 2016 | Volume 10 | Article 527

http://www.frontiersin.org/Human_Neuroscience/
http://www.frontiersin.org/
http://www.frontiersin.org/Human_Neuroscience/archive


fnhum-10-00527 October 26, 2016 Time: 13:44 # 12

Chan et al. Hostile Jokes in Humor Appreciation

FIGURE 5 | Results of the PPI analysis for NJs. The left vmPFC, left midbrain, and right amygdala were chosen as the seed regions for NJs (red regions). The left
vmPFC demonstrated functional connectivity with the left midbrain (red line). The left midbrain showed functional connectivity with the left vlPFC, left amygdala, and
left dlPFC (blue line). The right amygdala showed functional connectivity with the left midbrain and right nucleus accumbens (NAcc) (yellow line).

which suggested affective amusement (Goel and Dolan, 2001;
Chan et al., 2012).

Consistent with our expectations, HJs showed greater
activation in the dmPFC, whereas NJs showed greater activation
in the vmPFC. The dmPFC is implicated in the collaborative
intentions between two cartoon characters (Walter et al., 2004)
that monitor one’s own social responses and monitor the actions,
inferences, and representation of others. The dmPFC is also
involved in the assessment of the mental state of oneself and
others (Gallagher and Frith, 2003; Amodio and Frith, 2006;
Bzdok et al., 2013) and in the cognitive regulation of the
emotional state of oneself (Ochsner et al., 2004). The vmPFC
was associated with social affective amusement (Goel and Dolan,
2001; Chan et al., 2012), outcome knowledge (i.e., making
inferences toward the affective and reward regulation of goal
achievement) (Krueger et al., 2009), emotional perspective taking,
sympathy (Saxe, 2006), general cognition, reward processing, and
representation of social motivation (Schilbach et al., 2010).

Hostile jokes tend to be funnier than non-hostile jokes based
on the psychoanalytic theory (Freud, 1905/1960) and superiority
theory (Hobbes, 1651/1996; Gruner, 1997). Interestingly, HJs
were not funnier than NJs in the affective amusement of social
motivation. HJs should be funnier than more harmless types
of NJs, and the results appear to be inconsistent with many
previous behavioral studies of humor. Previous behavioral studies
reported that more hostile humor was typically funnier than more
harmless types of humor because the hostile humor content was
particularly aggressive and clever (Weinstein et al., 2011). The

prediction of the Freudian theory and the superiority theory is
that HJs should be funnier than NJs, but the prediction was not
supported.

Humor allows us to reduce aggressive drives (Freud,
1905/1960). Freud (1905/1960) suggested that appreciation for
humor depended on the state of mind. A state of hostility
presumably leads to an appreciation of hostile humor. A number
of behavioral studies are broadly consistent with these humor
theories, which have suggested that more aggressive humor is
funnier (e.g., McCauley et al., 1983). However, the behavioral
evidence in favor of such theories is far from conclusive
(Strickland, 1959; Byrne, 1961). When a person focuses his
attention on the aggressive impulses of humor, his inhibitions
become mobilized and he is relatively unable to enjoy the humor
(Gollob and Levine, 1967). The degree of arousal of aggressive
jokes can affect humor appreciation and produce a cathartic
effect (Singer, 1968; Mueller and Donnerstein, 1977). Although
hostile humor can facilitate emotional catharsis and release
tension, aggression arousal does not significantly affect humor
appreciation (Singer, 1968).

Importantly, HJs in humor appreciation have also been
explained in terms of disposition differences (Zillmann and
Cantor, 1976). Weinstein et al. (2011) found that high-hostility
participants especially enjoyed hostile humor. The hostility-
arousing participants preferred humorous stimuli that were of
a hostile and aggressive nature. It has been frequently reported
that aggressive participants prefer aggressive humor (Strickland,
1959; Dworkin and Efran, 1967; Lamb, 1968; Singer, 1968;
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Landy and Mettee, 1969). The recruitment results of the present
study favored low-hostility participants. Therefore, HJs may not
be funnier in the mesocorticolimbic reward system than those of
NJs, and this hypothesis is worthy of further attention. Future
studies should also consider the potentially important traits of
high-hostility tendencies, sex/gender differences and intergroup
factors in humor appreciation of hostile and non-hostile jokes.

A functional connectivity analysis was performed using PPI
to focus on the involvement of social motivation in humor
processing in response to hostile and non-hostile jokes. Recent
studies have suggested the involvement of the mesolimbic
regions in the modulation of affective amusement and frontal
cortical reactivity (Banks et al., 2007; Shibata et al., 2014). We
demonstrated dmPFC-dlPFC coupling specifically during HJs,
whereas the vmPFC-midbrain areas exhibited increased coupling
during NJs. Our results support our hypothesis and indicate that
the dmPFC and dlPFC are involved in comprehending social
motivation for HJs, such as semantic understanding of hostile
aggression intentions. The dmPFC-dlPFC connectivity for HJs
may play an important role in incongruity detection of aggressive
content and both language and semantic integration to achieve
the goal of incongruity resolution. Additionally, we found greater
activation in the mesocorticolimbic dopaminergic reward system
for NJs, including the vmPFC and midbrain. The results showed
that vmPFC-midbrain connectivity was involved in affective
amusement during the enjoyment of NJs (Chan et al., 2012;
Chan, 2016a). These results support the critical role of the medial
PFC (mPFC) for the neural correlates of social cognition and
socio-emotional processing in different types of jokes. Moreover,
the left midbrain demonstrated coupling with the right PFC
(dlPFC, dmPFC, and vlPFC) during enjoyment of HJs, whereas
the left midbrain showed coupling with the left PFC (vlPFC and
dlPFC) and amygdala during enjoyment of NJs. Finally, the right
amygdala also showed functional coupling with the left midbrain
and right NAcc during enjoyment of NJs.

CONCLUSION

Our results support the hypothesis of mPFC involvement in
social cognition in response to both types of jokes. HJs require
hostile aggressive incongruities. Our results showed that the

processing of hostile jokes versus hostile non-jokes increased
activation in the dmPFC, which suggested cognitive operations
related to monitoring aggression-provoking social motivation,
whereas the processing of non-hostile jokes versus non-hostile
non-jokes showed increased activation in the vmPFC and
suggested affective amusement processes.

Surprisingly, HJs are not funnier than NJs based on Freudian
and superiority theories of humor. We found that hostile jokes
(HJ-HS) versus non-hostile jokes (NJ-NS) showed increased
activation in the right dmPFC, whereas non-hostile jokes (NJ-
NS) versus hostile jokes (HJ-HS) displayed greater activation in
the bilateral amygdala, bilateral insula, and left vmPFC. Future
studies should consider the potentially important disposition
differences in humor appreciation (Zillmann and Cantor, 1976).

The PPI analysis provides further evidence for the importance
of specific mesocorticolimbic dopaminergic reward networks
for both types of jokes. The more non-hostile-dependent jokes
showed midbrain–amygdala and amygdala–midbrain/NAcc
coupling, the more affective amusement was shown. Future
studies should focus on understanding the neural correlates
of personality traits and the expressed hostile preferences in
humor appreciation based on Freudian and superiority theories
of humor.

AUTHOR CONTRIBUTIONS

Y-CC designed and conducted the experiment, as well as
provided the findings and wrote the paper; Y-JL and C-HT
analyzed the data; and H-CC provided the findings.

ACKNOWLEDGMENTS

This research was supported by the “The neural correlates of
humor appreciation and coping of gelotophobes: An fMRI study”
project at National Tsing Hua University (NTHU), sponsored by
the Ministry of Science and Technology in Taiwan (MOST 104-
2410-H-007-022) and was partially supported by the “Aim for the
Top University Project” of National Taiwan Normal University
(NTNU).

REFERENCES
Amir, O., Biederman, I., Wang, Z., and Xu, X. (2013). Ha Ha! versus Aha! A

direct comparison of humor to nonhumorous insight for determining the
neural correlates of mirth. Cereb. Cortex 25, 1405–1413. doi: 10.1093/cercor/
bht343

Amodio, D. M., and Frith, C. D. (2006). Meeting of minds: the medial frontal cortex
and social cognition. Nat. Rev. Neurosci. 7, 268–277. doi: 10.1038/nrn1884

Banks, S. J., Eddy, K. T., Angstadt, M., Nathan, P. J., and Phan, K. L. (2007).
Amygdala–frontal connectivity during emotion regulation. Soc. Cogn. Affect.
Neurosci. 2, 303–312. doi: 10.1093/scan/nsm029

Bekinschtein, T. A., Davis, M. H., Rodd, J. M., and Owen, A. M. (2011). Why
clowns taste funny: the relationship between humor and semantic ambiguity.
J. Neurosci. 31, 9665–9671. doi: 10.1523/JNEUROSCI.5058-10.2011

Berkowitz, L. (1970). Aggressive humor as a stimulus to aggressive responses.
J. Pers. Soc. Psychol. 16, 710–717. doi: 10.1037/h0030077

Blair, R. J. R. (2004). The roles of orbital frontal cortex in the modulation
of antisocial behavior. Brain Cogn. 55, 198–208. doi: 10.1016/S0278-
2626(03)00276-8

Byrne, D. (1956). The relationship between humor and the expression of hostility.
J. Abnorm. Soc. Psychol. 53, 84–89. doi: 10.1037/h0043918

Byrne, D. (1961). Some inconsistencies in the effect of motivation arousal on
humor preferences. J. Abnorm. Soc. Psychol. 62, 158–160. doi: 10.1037/h00
44146

Bzdok, D., Langner, R., Schilbach, L., Engemann, D. A., Laird, A. R., Fox, P. T., et al.
(2013). Segregation of the human medial prefrontal cortex in social cognition.
Front. Hum. Neurosci. 7:232. doi: 10.3389/fnhum.2013.00232

Carrington, S. J., and Bailey, A. J. (2009). Are there theory of mind regions in
the brain? A review of the neuroimaging literature. Hum. Brain Mapp. 30,
2313–2335. doi: 10.1002/hbm.20671

Chan, Y. C. (2014). Emotional structure of jokes: a corpus-based investigation.
Biomed. Mater. Eng. 24, 3083–3090. doi: 10.3233/BME-141130

Frontiers in Human Neuroscience | www.frontiersin.org 13 October 2016 | Volume 10 | Article 527

http://www.frontiersin.org/Human_Neuroscience/
http://www.frontiersin.org/
http://www.frontiersin.org/Human_Neuroscience/archive


fnhum-10-00527 October 26, 2016 Time: 13:44 # 14

Chan et al. Hostile Jokes in Humor Appreciation

Chan, Y. C. (2016a). Neural correlates of sex/gender differences in
humor processing for different joke types. Front. Psychol. 7:536. doi:
10.3389/fpsyg.2016.00536

Chan, Y. C. (2016b). Neural correlates of deficits in humor appreciation in
gelotophobics. Sci. Rep. 6:34580. doi: 10.1038/srep34580

Chan, Y. C., Chen, H. C., Cho, S. L., and Martin, R. A. (2011). Distinguishing
between kindhearted and malicious humor: development of a traditional
Chinese version of the humor styles questionnaire. Psychol. Test. 58,
207–234.

Chan, Y. C., Chou, T. L., Chen, H. C., and Liang, K. C. (2012). Segregating the
comprehension and elaboration processing of verbal jokes: an fMRI study.
Neuroimage 61, 899–906. doi: 10.1016/j.neuroimage.2012.03.052

Chan, Y. C., Chou, T. L., Chen, H. C., Yeh, Y. C., Lavallee, J. P., Liang, K. C.,
et al. (2013). Towards a neural circuit model of verbal humor processing: an
fMRI study of the neural substrates of incongruity detection and resolution.
Neuroimage 66, 169–176. doi: 10.1016/j.neuroimage.2012.10.019

Chan, Y. C., and Lavallee, J. P. (2015). Temporo-parietal and fronto-parietal lobe
contributions to theory of mind and executive control: an fMRI study of verbal
jokes. Front. Psychol. 6:1285. doi: 10.3389/fpsyg.2015.01285

Chen, H. C., Chan, Y. C., Ruch, W., and Proyer, R. T. (2011). Evaluating the
reliability and validity of a traditional Chinese version of the PhoPhiKat-45.
Psychol. Test. 58, 119–145.

Cheng, C. M., Chen, H. C., Chan, Y. C., Su, Y. C., and Tseng, C. C. (2013). Taiwan
corpora of Chinese emotions and relevant psychophysiological data–Normative
data for Chinese jokes. Chin. J. Psychol. 55, 555–569.

Chester, D. S., and DeWall, C. N. (2015). The pleasure of revenge: retaliatory
aggression arises from a neural imbalance toward reward. Soc. Cogn. Affect.
Neurosci. 11, 1173–1182. doi: 10.1093/scan/nsv082

Crawford, M. (1995). Talking Difference: On Gender and Language, Vol. 7. London:
Sage Publications Ltd.

Dworkin, E. S., and Efran, J. S. (1967). The angered: their susceptibility to varieties
of humor. J. Pers. Soc. Psychol. 6, 233–236. doi: 10.1037/h0024568

Ferguson, M. A., and Ford, T. E. (2008). Disparagement humor: a theoretical and
empirical review of psychoanalytic, superiority, and social identity theories.
Humor 21, 283–312. doi: 10.1515/HUMOR.2008.014

Forbes, C. E., and Grafman, J. (2010). The role of the human prefrontal cortex in
social cognition and moral judgment. Annu. Rev. Neurosci. 33, 299–324. doi:
10.1146/annurev-neuro-060909-153230

Ford, T. E., and Ferguson, M. A. (2004). Social consequences of disparagement
humor: a prejudiced norm theory. Pers. Soc. Psychol. Rev. 8, 79–94. doi:
10.1207/S15327957PSPR0801_4

Freud, S. (1905/1960). Jokes their Relation to the Unconscious (Trans. by J. Strachey).
New York, NY: W. W. Norton.

Friston, K. J., Buechel, C., Fink, G. R., Morris, J., Rolls, E., and Dolan, R. J.
(1997). Psychophysiological and modulatory interactions in neuroimaging.
Neuroimage 6, 218–229. doi: 10.1006/nimg.1997.0291

Frith, C. D., and Frith, U. (1999). Interacting minds–a biological basis. Science 286,
1692–1695. doi: 10.1126/science.286.5445.1692

Gallagher, H. L., and Frith, C. D. (2003). Functional imaging of ‘theory of mind’.
Trends Cogn. Sci. 7, 77–83. doi: 10.1016/S1364-6613(02)00025-6

Goel, V., and Dolan, R. J. (2001). The functional anatomy of humor:
segregating cognitive and affective components. Nat. Neurosci. 4, 237–238. doi:
10.1038/85076

Gollob, H. F., and Levine, J. (1967). Distraction as a factor in the enjoyment of
aggressive humor. J. Pers. Soc. Psychol. 5, 368–372. doi: 10.1037/h0024310

Grossmann, T. (2013). The role of medial prefrontal cortex in early social
cognition. Front. Hum. Neurosci. 7:340. doi: 10.3389/fnhum.2013.00340

Gruner, C. R. (1997). The Game of Humor: A Comprehensive Theory of Why We
Laugh. New Brunswick, NJ: Transaction Publishers.

Gutman, J., and Priest, R. F. (1969). When is aggression funny? J. Pers. Soc. Psychol.
12, 60–65. doi: 10.1037/h0027357

Hassett, J., and Houlihan, J. (1979). Different jokes for different folks. Psychol.
Today 12, 64–71.

Hobbes, T. (1651/1996). Leviathan. New York, NY: Oxford University Press.
Krueger, F., Barbey, A. K., and Grafman, J. (2009). The medial prefrontal

cortex mediates social event knowledge. Trends Cogn. Sci. 13, 103–109. doi:
10.1016/j.tics.2008.12.005

Lamb, C. W. (1968). Personality correlates of humor enjoyment following
motivational arousal. J. Pers. Soc. Psychol. 9, 237–241. doi: 10.1037/
h0025908

Landy, D., and Mettee, D. (1969). Evaluation of an aggressor as a function
of exposure to cartoon humor. J. Pers. Soc. Psychol. 12, 66–71. doi:
10.1037/h0027360

Lieberman, M. D. (2007). Social cognitive neuroscience: a review of core processes.
Annu. Rev. Psychol. 58, 259–289. doi: 10.1146/annurev.psych.58.110405.
085654

Lotze, M., Veit, R., Anders, S., and Birbaumer, N. (2007). Evidence for a
different role of the ventral and dorsal medial prefrontal cortex for social
reactive aggression: an interactive fMRI study. Neuroimage 34, 470–478. doi:
10.1016/j.neuroimage.2006.09.028

Lundell, T. (1993). An experiential exploration of why men and women laugh.
Humor 6, 299–317. doi: 10.1515/humr.1993.6.3.299

Maldjian, J. A., Laurienti, P. J., Kraft, R. A., and Burdette, J. H. (2003).
An automated method for neuroanatomic and cytoarchitectonic atlas-based
interrogation of fMRI data sets. Neuroimage 19, 1233–1239. doi: 10.1016/S1053-
8119(03)00169-1

McCauley, C., Woods, K., Coolidge, C., and Kulick, W. (1983). More aggressive
cartoons are funnier. J. Pers. Soc. Psychol. 44, 817–823. doi: 10.1037/0022-
3514.44.4.817

Mitchell, J. P., Macrae, C. N., and Banaji, M. R. (2006). Dissociable medial
prefrontal contributions to judgments of similar and dissimilar others. Neuron
50, 655–663. doi: 10.1016/j.neuron.2006.03.040

Mobbs, D., Greicius, M. D., Abdel-Azim, E., Menon, V., and Reiss, A. L. (2003).
Humor modulates the mesolimbic reward centers. Neuron 40, 1041–1048. doi:
10.1016/S0896-6273(03)00751-7

Morreall, J. (1983). Taking Laughter Seriously. Albany, NY: State University of
New York.

Mueller, C., and Donnerstein, E. (1977). The effects of humor-induced arousal
upon aggressive behavior. J. Res. Pers. 11, 73–82. doi: 10.1016/0092-
6566(77)90030-7

Ochsner, K. N., Ray, R. D., Cooper, J. C., Robertson, E. R., Chopra, S., Gabrieli, J. D.,
et al. (2004). For better or for worse: neural systems supporting the cognitive
down-and up-regulation of negative emotion. Neuroimage 23, 483–499. doi:
10.1016/j.neuroimage.2004.06.030

Oldfield, R. C. (1971). The assessment and analysis of handedness: the
Edinburgh inventory. Neuropsychologia 9, 97–113. doi: 10.1016/0028-3932(71)
90067-4

Olsson, A., and Ochsner, K. N. (2008). The role of social cognition in emotion.
Trends Cogn. Sci. 12, 65–71. doi: 10.1016/j.tics.2007.11.010

Polimeni, J., and Reiss, J. P. (2006). The first joke: exploring the evolutionary
origins of humor. Evol. Psychol. 4, 347–366. doi: 10.1177/147470490600
400129

Saxe, R. (2006). Uniquely human social cognition. Curr. Opin. Neurobiol. 16,
235–239. doi: 10.1016/j.conb.2006.03.001

Schilbach, L., Wilms, M., Eickhoff, S. B., Romanzetti, S., Tepest, R., Bente, G.,
et al. (2010). Minds made for sharing: initiating joint attention recruits
reward-related neurocircuitry. J. Cogn. Neurosci. 22, 2702–2715. doi:
10.1162/jocn.2009.21401

Shibata, M., Terasawa, Y., and Umeda, S. (2014). Integration of cognitive and
affective networks in humor comprehension. Neuropsychologia 65, 137–145.
doi: 10.1016/j.neuropsychologia.2014.10.025

Singer, D. L. (1968). Aggression arousal, hostile humor, catharsis. J. Pers. Soc.
Psychol. 8(Pt 2), 1–14. doi: 10.1037/h0021361

Singer, T. (2008). “Understanding others: brain mechanisms of theory of mind and
empathy,” in Neuroeconomics: Decision Making and The Brain, Vol. 1, eds P. W.
Glimcher, C. F. Camerer, E. Fehr, and R. A. Poldrack (London: Academic Press),
249–266.

Strickland, J. F. (1959). The effect of motivation arousal on humor preferences.
J. Abnorm. Soc. Psychol. 59, 278–281. doi: 10.1037/h0044588

Tamietto, M., and de Gelder, B. (2010). Neural bases of the non-conscious
perception of emotional signals. Nat. Rev. Neurosci. 11, 697–709. doi:
10.1038/nrn2889

Van Overwalle, F. (2009). Social cognition and the brain: a meta-analysis. Hum.
Brain Mapp. 30, 829–858. doi: 10.1002/hbm.20547

Frontiers in Human Neuroscience | www.frontiersin.org 14 October 2016 | Volume 10 | Article 527

http://www.frontiersin.org/Human_Neuroscience/
http://www.frontiersin.org/
http://www.frontiersin.org/Human_Neuroscience/archive


fnhum-10-00527 October 26, 2016 Time: 13:44 # 15

Chan et al. Hostile Jokes in Humor Appreciation

Vrticka, P., Black, J. M., and Reiss, A. L. (2013). The neural basis of humour
processing. Nat. Rev. Neurosci. 14, 860–868. doi: 10.1038/nrn3566

Walter, H., Adenzato, M., Ciaramidaro, A., Enrici, I., Pia, L., and Bara,
B. G. (2004). Understanding intentions in social interaction: the role of
the anterior paracingulate cortex. J. Cogn. Neurosci. 16, 1854–1863. doi:
10.1162/0898929042947838

Watson, K. K., Matthews, B. J., and Allman, J. M. (2007). Brain activation during
sight gags and language-dependent humor. Cereb. Cortex 17, 314–324. doi:
10.1093/cercor/bhj149

Weinstein, N., Hodgins, H. S., and Ostvik-White, E. (2011). Humor as aggression:
effects of motivation on hostility expressed in humor appreciation. J. Pers. Soc.
Psychol. 100, 1043–1055. doi: 10.1037/a0022495

Weisfeld, G. E. (1993). The adaptive value of humor and laughter. Ethol. Sociobiol.
14, 141–169. doi: 10.1016/0162-3095(93)90012-7

Zillmann, D., and Bryant, J. (1980). Misattribution theory of tendentious humor.
J. Exp. Soc. Psychol. 16, 146–160. doi: 10.1016/0022-1031(80)90005-0

Zillmann, D., and Cantor, J. R. (1976). “A disposition theory of humour and mirth,”
in Humor and Laughter: Theory, Research and Applications, eds A. J. Chapman
and H. C. Foot (New York, NY: John Wiley).

Ziv, A., and Gadish, O. (1990). The disinhibiting effects of humor: aggressive and
affective responses. Humor 3, 247–257. doi: 10.1515/humr.1990.3.3.247

Conflict of Interest Statement: The authors declare that the research was
conducted in the absence of any commercial or financial relationships that could
be construed as a potential conflict of interest.

Copyright © 2016 Chan, Liao, Tu and Chen. This is an open-access article distributed
under the terms of the Creative Commons Attribution License (CC BY). The use,
distribution or reproduction in other forums is permitted, provided the original
author(s) or licensor are credited and that the original publication in this journal
is cited, in accordance with accepted academic practice. No use, distribution or
reproduction is permitted which does not comply with these terms.

Frontiers in Human Neuroscience | www.frontiersin.org 15 October 2016 | Volume 10 | Article 527

http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
http://www.frontiersin.org/Human_Neuroscience/
http://www.frontiersin.org/
http://www.frontiersin.org/Human_Neuroscience/archive

	Neural Correlates of Hostile Jokes: Cognitive and Motivational Processes in Humor Appreciation
	Introduction
	Materials And Methods
	Participants
	Stimuli
	Experimental Paradigm
	Image Acquisition
	Image Analysis

	Results
	Behavioral Data
	Main Effect and Interaction Analysis
	Main Effect of Type (Hostile versus Non-hostile Type)
	Main Effect of Type (Non-hostile versus Hostile Type)
	Main Effect of Humor (Joke versus Non-joke)
	Interaction between Type and Humor

	Simple Main Effect for Each Type (Hostile and Non-hostile Type)
	Hostile Type (HJ > HS)
	Non-hostile Type (NJ > NS)

	Simple Main Effect of `Humor' in the Joke Condition
	Joke Condition (HJ > NJ)
	Joke Condition (NJ > HJ)

	Comparison of Two Jokes with Their Corresponding Baselines Removed
	Hostile versus Non-hostile Type [(HJ-HS) > (NJ-NS)]
	Non-hostile versus Hostile Type [(NJ-NS) > (HJ-HS)]

	PPI Analysis
	Subjective Ratings of Funniness

	Discussion
	Conclusion
	Author Contributions
	Acknowledgments
	References


