'.) Check for updates

Received: 4 February 2025 Accepted: 4 September 2025

DOI: 10.1111/bjop.70029

20~ the british
§\ psychological society

promoting excellence in psychology

ARTICLE

The rhythm of sensory input shapes audio-visual
temporal processing

Denisa Adina Zamfira?

Martina Battista>

!School of Psychology, Vita-Salute San Raffaele
University, Milan, Italy

Division of Neuroscience, IRCCS San Raffaele
Scientific Institute, Milan, Italy

3Departmcnt of Psychology and Cognitive
Science, University of Trento, Rovereto, Italy
4Psychnlogy Program, Division of Science,
New York University Abu Dhabi, Abu Dhabi,
United Arab Emirates

*Centre for Studics and Rescarch in Cognitive
Neuroscience, University of Bologna, Cesena,
Italy

6Dipartimcnm di Psicologia Generale, University
of Padova, Padova, Ttaly

"Neuro.Vis.U.S. Laboratory, University of
Padova, Padua, Italy

8Centro di Ateneo Dei Servizi Clinici Universitari
Psicologici (SCUP), University of Padova,
Padova, Italy

Correspondence

Luca Ronconi, Department of Psychology and
Cognitive Science, University of Trento, Corso
Bettini 31, Rovereto 38068, Ttaly.

Email: luca.ronconi@unitn.it

Funding information
Ministero dell'Universita e della Ricerca;
Fondazione Regionale per la Ricerca Biomedica

| Giuseppe Di Dona"*?

| Luca Battaglini

. . 45
| Gianluca Marsicano”

.6,7,8 1,2,3
> | Luca Ronconi””

Abstract

The temporal relationship between incoming signals is
crucial in determining whether multisensory information
is integrated into unitary percepts. Temporal binding
windows (TBWs) define the time range within which
multisensory inputs are highly likely to be perceptually
integrated, even if asynchronous. TBWs widen with
stimulus complexity and neurodevelopmental conditions
(e.g., autism and schizophrenia), yet the key factors
underlying their malleability remain unclear. The (quasi)
rhythmic properties of sensory inputs, frequently embedded
in natural stimuli (e.g., speech), are among the possible
exogenous modulators. Indeed, stimulus spectral features
can influence the alignment of neural excitability across
sensory regions, synchronizing brain rhythms with external
rhythmic patterns through phase-reset mechanisms and
neural entrainment. In a series of psychophysical studies, we
presented simultaneity judgement tasks with pulsing audio-
visual (AV) streams amplitude-modulated according to
different regular frequencies or following purely rhythmic
vs. quasi-thythmic (speech-like) envelopes. Results show
that TBWs decrease as the stimulus frequency increases and
that speech-like streams are integrated across larger TBWs.
These findings highlight the importance of stimulus spectral
structure in shaping multisensory perception. Furthermore,
they show that quasi-thythmic spectrotemporal features
of speech-like streams induce more tolerant cross-modal
temporal processing even when the leading stimulation
frequency is controlled for, putatively reflecting an
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adaptation to the variable rhythmic structure of natural
speech. Our results align with neurophysiological accounts
of neural entrainment and motivate future research in
clinical populations with multisensory processing deficits.
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BACKGROUND

We live in a world rich in multisensory stimuli, and our brain needs to integrate and segregate cross-
modal information in space and time to construct a coherent and smooth representation of the environ-
ment (Grassi & Casco, 2010; Spence, 2007; Stein & Stanford, 2008; Wallace & Stevenson, 2014; Zhou
et al., 2020). A relevant area in the study of multisensory perception aims at clarifying how the brain
groups these inputs coming from different sensory modalities and how unified percepts are generated.
According to the assumption of unity, the more amodal properties are shared by multisensory information,
the more this information would be attributed by the brain to the same physical source in the environ-
ment (Vroomen & Keetels, 2010; Welch et al., 1986; Welch & Warren, 1980).

Among amodal factors, the perception of time and, in particular, synchrony between the sensory
inputs is not straightforward, as there is no dedicated sense organ for perceiving time on an absolute
scale. Instead, all sensory modalities are possible entry points at the interface of physical time with per-
ceptual time (Wittmann, 2009). For instance, light travels through air much more rapidly than sound.
Such discrepancies in propagation times are partially compensated by the biophysical properties of our
sensory receptors, since the mechanical transduction of sound waves in the ear takes considerably less
time than is required for the chemical transduction of light in the retina (Fain, 2003). Accordingly, the
temporal coincidence between multisensory inputs plays a crucial role in leading to the perception of
multisensory events as unified percepts (Recanzone 2009; Fain, 2003; Murray et al., 2016; Pasqualotto
etal., 20106). For instance, when speech perception occurs in a noisy environment, seeing a speaket's face
and mouth can greatly help us to understand what the speaker is saying (Bishop & Miller, 2009; Munhall
& Vatikiotis-Bateson, 2004; Van Wassenhove et al.,, 2007). This happens because the speaker's facial
movements carry information not only on ‘what’ the speaker is saying but also on ‘when’ the speaker
is saying it (Grant & Seitz, 2000; Vatakis et al., 2008; Vatakis & Spence, 2008; Venezia et al., 2016;
Vroomen & Stekelenburg, 2011). More broadly, multisensory perception is facilitated when sensory
streams are coherent across both space and time (Murray et al., 2016). Such coherence enables the
brain to generate accurate predictions about the identity and timing of incoming information, thereby
enhancing perceptual accuracy and efficiency.

However, a plethora of studies on multisensory integration has found that our brain shows a certain
temporal tolerance (Andersen et al., 2004; Vatakis & Spence, 2008), which allows us to bind multisensory
information even in case of considerable time lags between stimuli (i.e., stimulus onset asynchronies—
SOAs), as long as they are presented within the so-called ‘horizon of simultaneity’, better known as
the temporal binding window (TBW) (Colonius & Diederich, 2004; Noel et al., 2016; Pasqualotto
et al., 2016; Stevenson et al., 2017; Zampini et al., 2005). Thus, multisensory temporal integration is still
possible over a wide time window of hundreds of milliseconds, and the width of TBWs is generally used
as an index of audio-visual (AV) temporal acuity (i.e., the ability to correctly integrate sensory stimuli
coming from the same external source and segregate stimuli from different sources). Narrower TBWs
typically represent better temporal acuity, while wider TBWSs are indicative of higher temporal tolerance
when binding different sensory stimuli, with the risk of merging stimuli that are not part of the same
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environmental event (Colonius & Diederich, 2004; Hairston et al., 2005; Marsicano et al., 2022, 2023;
Noel et al., 2016; Pasqualotto et al., 2016; Roach et al., 2011; Zampini et al., 2005).

Such audio-visual temporal tolerance compensates for the latency differences in propagation times,
characterizing the auditory and visual sensory domains (King & Palmer, 1985; Poppel et al., 1990).
Having a relatively wide TBW is beneficial for the integration of multisensory stimuli, since it makes
us insensitive to small differences in the arrival time of signals to different sensory modalities (Eg
et al., 2015; Noel et al., 2016; Remez et al., 2008; Spence, 2007; Spence & Squire, 2003; Stevenson
et al., 2014). Increasing evidence has shown that the width of TBWs in multisensory processing varies
significantly among healthy individuals (Ferri et al., 2017; Stevenson et al., 2012) and even more across
the continuum from healthy to clinical conditions (Ferri et al., 2018; Marsicano et al., 2022). Moreover,
atypical TBWs representing dysfunctional integrative mechanisms have been reported for clinical con-
ditions such as autism, schizophrenia and dyslexia, and have been linked to perceptual and commu-
nicative impairments (Ferri et al., 2017, 2018; Hairston et al., 2005; Marsicano et al., 2022; Stevenson
et al., 2012; Wallace & Stevenson, 2014; Zhou et al., 2020).

Itis worth noting that the width of the audio-visual TBW is largely modulated, among different factors
(i.e., temporal and spatial coincidence, subjective salience and predictability), also by the intrinsic charac-
teristics of the multisensory inputs to be bound (Bean et al., 2021; Munhall & Vatikiotis-Bateson, 2004;
Pasqualotto et al., 2016; Zierul et al., 2019). Specifically, given that the type of multisensory stimuli we
encounter in daily life is quite heterogeneous in terms of complexity, their TBW also shows a mod-
ulation in width, which reflects different temporal tolerance to stimuli onset asynchronies. Previous
studies within the audio-visual domain have found that simple flash and beep pairs are integrated in
narrower windows, which progressively get wider with more complex ecological stimuli, reaching the
widest size with speech, one of the most complex naturalistic AV stimuli (Conrey & Pisoni, 2006; Miller
& D'esposito, 2005; Stevenson & Wallace, 2013; van Atteveldt et al., 2007; Van Wassenhove et al., 2007;
Vatakis & Spence, 2008). Although a certain degree of plasticity in TBWs emerged across studies, the
key parameters that determine this malleability have been poorly explored. With this regard, a relevant
aspect when considering multisensory interaction in a naturalistic environment is that multisensory
events (e.g., speech) are typically continuous and dynamic, with intrinsic rhythmic (or quasi-rhythmic)
properties (Kohler, 2009; Meyer et al., 2020). Thus, when investigating audio-visual integration with
more ecologically relevant stimuli, the contribution of these intrinsic features and, consequently, dif-
ferent degrees of complexity to the process of multisensory temporal binding needs to be considered.
Recent findings have strengthened this idea, showing that even for complex auditory streams that do
not carry any linguistic content, the coupling with a concurrent congruent visual stream improved the
analysis of the audio stream itself (Atilgan et al., 2018; Maddox et al., 2015). Specifically, participants
show significantly better behavioural performance when they are presented with a video that is syn-
chronized with the target auditory stream, while the performance drops when the video is synchronized
with an irrelevant background sound (Maddox et al., 2015). Natural audio-visual streams, like speech,
have a quasi-rhythmic structure that impacts on cross-modal integration and could have cascade effects
not only on behavioural performance but also on higher order cognition (Bauer et al., 2020; Doelling
et al., 2014; Dumas et al., 2010; Lakatos et al., 2008, 2019; Ronconi et al., 2016; Wass et al., 2020;
Yun et al., 2012). With this regard, psychophysics evidence shows that multisensory temporal acuity
is increased for unpredictable/atrhythmic sequences relative to predictable/thythmic ones (Denison
et al., 2013). Moreover, the slow amplitude modulations of speech carry quasi-regular rhythmic infor-
mation, fundamental for speech comprehension (Meyer et al., 2020; Poeppel & Assaneo, 2020); remov-
ing or degrading it from the spectrum decreases speech intelligibility (Peelle & Davis, 2012). Thus, the
quasi-rhythmic properties of speech might be considered a contributing parameter that adds complexity
to the speech signal, accounting for wider TBWs.

Clarifying what is the impact of specific frequencies of multisensory information on perceived syn-
chrony and on temporal integration is a relevant factor in order to address whether changes in our tem-
poral acuity might derive from congruent cross-modal modulation of these events operated by central
supramodal neurocognitive mechanisms. Fujisaki and Nishida (2005, 2007) provided the first evidence
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that AV integration for rhythmic stimuli is mediated by a slow central process that combines proper-
ties of a single event; in particular, they investigated whether human perception of AV synchrony is
influenced by the frequency of presentation of the AV stream, and whether and to which extent there
is a limit in human synchrony perception. Their findings suggest that the limit of AV synchrony versus
asynchrony discrimination is 4—5Hz, regardless of which visual and auditory attributes are combined.
When the frequency of AV stimuli presentation exceeded the 4—5Hz limit, the synchrony—asynchrony
discrimination became nearly impossible for participants, even when the AV interval was sufficiently
wide (Benjamins et al., 2008; Fujisaki & Nishida, 2007). This frequency matches well with the frequen-
cies of slow amplitude modulations in natural speech (Poeppel & Assanco, 2020).

In the present study, we hypothesized that rhythmic and quasi-rhythmic properties of AV informa-
tion could partly account for changes in our ability to correctly integrate or segregate information in the
environment, and thus for the malleability of TBWs. To test our hypothesis, we conducted a web-based
data collection on a large sample of participants. We used a series of simultaneity judgement (S]) tasks
in order to measure individual TBWs during the presentation of ‘pulsing” AV streams characterized by
a congruent modulation in amplitude (for sounds) and size (for visual stimuli). In the first two experi-
ments, we investigated whether the frequency of regular rhythmic AV streams (1 Hz vs. 2Hz vs. 3Hz)
had an impact on multisensory integration. The aim was to understand whether the intrinsic spectral
properties embedded in AV streams could be among the critical factors responsible for the widen-
ing of TBWSs. Then, we conducted a third experiment to compare audio-visual integration for regular
(thythmic) and irregular (i.e., quasi-thythmic/speech-like) AV streams (3 Hz). The latter wete created
by modulating the amplitude of the AV components following a complex function obtained from the
speech envelopes of real speech signals. By holding stimulus frequency constant, we specifically isolate
the conttibution of envelope regularity to AV integration/segregation. We hypothesized that the quasi-
rhythmic structure of speech-like streams would result in wider TBWs, reflecting an adaptation to the
variability and complexity of natural communication signals.

EXPERIMENT 1

In Experiment 1, we tested whether AV temporal acuity might be modulated when processing rhythmic
AV streams presented at different frequencies. We selected three frequencies (i.e., 1, 2 and 3Hz) that
were below the limits of human AV synchrony judgements (i.e., 4—5Hz) (Benjamins et al., 2008; Fujisaki
& Nishida, 2007). Thus, we implemented an online version of the Simultaneity Judgement (§]) task to
extract individual TBWs, which we used as a proxy for AV integration and temporal acuity. Moreover,
to explote any differences in AV integration/segregation processes within the two sensory modalities
involved (vision and hearing), we compared participants' perceived simultaneity as a function of the
leading sense, that is, auditory leading, where the auditory stream was presented first (AL), and visual
leading (VL) where the visual stream was presented first. This analysis allowed us to assess any potential
asymmetries in the processing of AV rhythmic streams.

Materials and methods
Participants

An initial sample of 100 participants (FF'="70; mean age = 22.29) was recruited among university students
through advertisement and word of mouth. Participants did not receive compensation or course
credits. All were volunteers and presented normal or corrected to normal vision and hearing. Exclusion
criteria were self-reported neurological disorders and epilepsy/photosensitivity. Data from 5 subjects
were excluded because they did not complete the task. Moreover, datasets of participants that did not
reliably fit the Gaussian psychometric function (Adjusted R2<.5) or the logistic function (Adjusted
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R*<.3) were excluded from further analyses (see Results section for information on the final sample
sizes for each analysis) following the same procedures used in previous similar studies (e.g., Bedard &
Barnett-Cowan, 2016; Hillock-Dunn et al., 2016; Marsicano et al., 2022). Detailed instructions about
the procedure to correctly perform the task were given during the recruitment process, and additional
information was implemented in the web-based task. The study was conducted in accordance with the
Declaration of Helsinki and approved by the Ethical Committee for Psychological Research of the
University of Padova (Protocol number 4026). All participants gave their informed consent.

Stimuli and procedure

Dynamic and continuous auditory and visual streams, consisting respectively of a pure tone (500 Hz)
and a grey Gaussian blob with a diameter of 6deg, were presented on a black background at the centre
of the screen. Stimuli were coherently modulated in amplitude and size, following a sinusoidal function.
Specifically, the audio-visual stream had a duration of 3, and it was created such that the sound varied
in its amplitude continuously. At the same time, the visual stimulus continuously varied in its size (i.e.,
radius) congruently with the amplitude variation of the sound. Audio-visual stimuli were presented at
11 stimulus onset asynchronies (SOAs: +500, £400, 2300, £200, £100, Oms), with either the auditory
or the visual stimulus first. Negative SOAs represent trials where the auditory stimuli were presented
before the visual stimuli (i.e., auditory leading, AL) while positive SOAs represent trials where the visual
stimuli were presented before the auditory ones (i.e., visual leading, VL) (see Figure 1 for a schematic
representation of the task and stimuli).

Additionally, stimuli could be presented at three different stimulation frequencies: 1, 2 and 3 Hz.
Thus, the audio-visual stream had not only the same frequency characteristics, but was created so that
the spatio-temporal variations of the AV stimuli would take place in the range which is known to char-
acterize speech amplitude envelope and mouth movement, that is, between 2 and 7 Hz (Chandrasekaran
et al.,, 2009; Maddox et al., 2015). Moreover, considering that the audio-visual stimuli had a duration
of 3s, the number of pulses varied on the basis of the frequency condition. Specifically, the number of
pulses was 3, 6 and 9 for the 1, 2 and 3 Hz conditions, respectively (see Figure 1).

Before beginning the task, participants had to fill out a computer-based questionnaire assessing their
demographics (e.g., age, sex and years of education). Then, after a brief familiarization with the SJ task
through three example streams (SOA =0, SOA=-500 for the AL condition and SOA =500 for the
VL condition), they were prompted by on-screen instructions to start the experiment by pressing the
spacebar. Each trial started with a central fixation cross lasting for 500 ms, followed by the presentation
of the AV streams. The auditory stream was presented binaurally, and the visual stream was presented
at the centre of the screen.

The total number of experimental trials was 165, which were presented in a single block (five repe-
titions for each combination of SOAs and frequencies). The trials were randomly administered across
participants. In order to assess whether the audio-visual streams pair was perceived as synchronous or
not, at the end of each trial, participants were asked to report, without time constraints, the rate of per-
ceived simultaneity through a 5-point scale, by selecting through the keyboard one of the following five
options: 1= certainly synchronous; 2 = probably synchronous; 3 = not sure; 4 = probably asynchronous;
5=certainly asynchronous. Thus, subjective audio-visual synchrony was attributed to responses 1 and 2,
and subjective audio-visual asynchrony to responses 4 and 5. The ‘not sure’ answer option was included
to allow participants to express genuine uncertainty without being forced into an arbitrary decision,
but it was excluded from the analysis because it was not informative about the perceived synchrony or
asynchrony of the audio-visual streams.

The §J task was implemented in Psychopy (Peirce, 2007), through Builder GUI, and, after being
transformed into Psycho]S, it was administered on Pavlovia (https://pavlovia.org/), an online plat-
form for psychophysics experiments. Participants received a link along with instructions on how to
properly undergo the web-based task. The task could be executed only via PC and, given the lack
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FIGURE 1 Experimental task and audio-visual stimuli. Schematic representation of the Simultaneity Judgement (SJ)
Task employed in Exp. 1,2 & 3 (a). Exemplary modulation profile of the circle size employed as visual stimulus (red) and

of the amplitude of the modulated tone employed as auditory stimulus (blue) (b). Exemplary modulation profile for the AV
streams (red = visual stream, blue = auditory stream) for each combination of frequency and SOA. The examples only show the
visual-leading (VL) condition, but the same rationale applies to the auditory-leading (AL) condition (c). Amplitude profiles
(grey) of the recorded speech tokens whose envelopes (pink line) were used to modulate the auditory and visual streams of the
speech-like condition in Exp 3 (left column) and the FFTs of the envelopes are represented for each token (right column) (d).
Mean envelope and FET computed across all stimuli ().

of supervision typical of controlled laboratory settings, we strongly recommended that participants
execute the task in a dimly lit and quiet room. All stimuli of the experimental paradigm were opti-
mized for a 60 Hz monitor refresh rate. We collected information about the type of OS used by the
participants (Windows =73 participants, MacOs =22 participants). We asked subjects to run the
experiment using Mozilla Firefox or Google Chrome as web browsers. During an extensive pilot
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observation, it has been shown that such browsers are the most reliable in terms of stimulus presen-
tation across different OS. We underlined the importance of following the instructions we provided
for an optimal execution of the online task. We emphasized the critical importance of sitting in a
dimly lit and quiet room, using earphones at a comfortable volume, and keeping a viewing distance
of ~50 cm from the screen. The use of a 60 Hz refresh rate monitor during the execution of the task,
which ensured a correct timing of stimulus administration, was confirmed for all 100 participants,
based on log file information.

Data analysis

For each participant, we first computed the proportion of simultaneity rates in function of SOAs. Then,
we fitted each individual distribution of responses to a Gaussian function via the Curve Fitting toolbox
implemented in MATLAB 2020a (MATLAB, 2020) by using the following formula:

= axe =D/
In this equation, x represents the SOAs (ranging from —500 to +500ms, in steps of 100 ms) between the
auditory and visual stimuli, while y represents the proportion of perceived simultaneity (ranging from 0 to
1) reported from participants at the SJ task. The z parameter represents the peak amplitude of the Gaussian
curve on the y axis, while the 4 parameter represents the centroid of the peak on the x axis, that is, the SOA
at which the auditory and visual stimuli are perceived as being maximally simultaneous, also known as the
point of subjective simultaneity (PSS). The last parameter, ¢, represents the standard deviation or the width
of the curve, that is, the time range (in ms) within which the audio-visual streams were subjectively per-
ceived as simultaneous despite being physically asynchronous, also referred to as TBW. During the fitting
procedure, the upper 2 bound was set at 1 while the / and ¢ parameters were left free.

In addition, we fitted each individual distribution of responses also to a logistic function, separately
for the AL (SOAs from —500 to 0ms) and VL (SOAs from 0 to +500ms) conditions. The following
equation was used:

y= l/(l + e(l’*(’_x)))

where x represents the SOAs between the auditory and visual stimuli while y represents the proportion of
perceived simultaneity reported from participants at the SJ task. In this case, the / parameter represents the
curve's slope (or steepness) and ranges between 0 and 1 for the AL condition and between —1 and 0 for the
VL condition. Thus, during the fitting procedure, the lower bound of the 4 parameter was set to 0 for the
AL condition while its upper bound was set to 0 for the VL condition. The # parameter represents instead
the 75% threshold (i.e., the amount of onset asynchrony required to elicit a perceived simultaneity in 75%
of cases). No constraints were applied for this last parameter. Since for the VL condition the perceived si-
multaneity decreases as the SOA increases, resulting in negative slopes, we considered the absolute values of
the b parameter for subsequent analyses. Similarly, the thresholds for the AL condition are negative, so we
considered the absolute values of the # parameter.

For the statistical analyses, a repeated measures Analysis of Variance (rm-ANOVA) was conducted
on §J rates with stimulus frequency (1, 2 and 3Hz) and SOA (=500, —400, =300, =200, —100, 0, +100,
+200, +300, +400 and +500ms) as within-subject factors. This first analysis aimed to test whether
the perception of synchrony was influenced by the frequency and the SOAs at which the AV stimuli
were presented. A second rm-ANOVA on TBWs (i.e., the ¢ parameter from the Gaussian fitting) was
conducted using stimulus Frequency (1, 2, 3Hz) as a within-subject factor. Finally, two different rm-
ANOVAs on slope and threshold values extracted from the logistic fitting were conducted to test dif-
ferences in AV integration/segregation processes as a function of the leading sense. In these last cases,
we included stimulus frequency (1, 2 and 3 Hz) and leading sense (AL and VL) as within-subject factors.
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8 | ZAMFIRA g1 AL.

Prior to statistical analyses, variables were plotted and tested for normality using the Shapiro—Wilk
test. The Greenhouse—Geisser correction was applied in cases in which sphericity was violated (Mauchly
test p<.05). All the statistical analyses were conducted using R Statistics (R Core Team, 2020) with
customized scripts. The ANOVAs were performed using the ‘ez’ package, and post hoc comparisons
were conducted using paired-sample #tests included in the base ‘stats’ package. To control for multiple
comparisons, the Bonferroni procedure was applied. The significance level (alpha) for all analyses was
set at .05.

Results

Among the 95 subjects who completed the task (68 I, mean age =22.26, SD =2.1, age range =20-31),
data from seven participants were excluded from the analyses on TBWs and SJ rates because of a poor
fitting of the Gaussian function (adjusted R*<.5). We opted to keep this outlier identification criterion
also for the ANOVA on SJ rates because we ascertained that participants who had a bad Gaussian fit
had performed poorly at the SJ task. Thus, the final sample for these analyses included 88 subjects (61
I, mean age=22.34, SD=2.11, age range =20-31). For the analyses on measures extracted from the
logistic fitting (i.e., 4/slopes and #/thresholds), a lower goodness of fit criterion was used to identify
potential outliers (adjusted R*<.3 in cither the AL or VL condition). The final sample in this case
included 73 subjects (50 F, mean age =22.32, SD =2.15, age range =20-31).

The rm-ANOVA on §J rates showed a significant main effect of frequency (F<1'48129_46>: 109.18,
p< 001,17 =.56), SOA (F, ;5 341 4y = 470.35, p<.001, 7 = 84) and a significant Frequency X SOA inter-

action (F<12.21,1062414> =12.22, p<.001, nz =.12). Post-hoc comparisons for the main effect of Frequency
showed that the mean simultaneity rate for AV stimuli pulsing at 1 Hz (M= 0.61, SE =0.02) was signifi-
cantly higher than for stimuli pulsing at 2Hz (M =0.47, SE =0.01; Lany = 11.38, p..,, <-001) and at 3Hz
M=0.42, SE=0.01; t(87> =11.39, p_,..<-001); the mean simultaneity rate also differed between stimuli
presented at 2 and 3Hz (l<87> =4.92,p_..<.001). The main effect of SOA revealed that the proportion of
simultaneous responses varied as a function of temporal asynchrony between stimuli, with the highest
simultaneity rates for pulsing AV stimuli with temporal intervals close to +100ms (see Figure 2a). The

(a) Gaussian fitting
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FIGURE 2 Experiment 1 results. (a) Gaussian fitting results: Mean simultaneity judgements (S]) and the temporal
binding windows (TBWs) with error bars (SEM) and individual data points for each stimulation frequency (1 Hz = cyan,
2Hz=light blue, 3Hz = dark blue) and SOA (1 Hz =circles, 2Hz = triangles, 3 Hz = squares). (b) Logistic fitting results: Mean
slope and threshold values with error bars (SEM) and individual data points for each stimulation frequency (1 Hz = violet,
2Hz = fuchsia, 3Hz=dark pink), leading sense (AL =light pink, VL. =red) and SOA (1 Hz = circles, 2Hz = triangles,

3 Hz=squares). Asterisks indicate the level of statistical significance (***p<.001, **»<.01).
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MULTISENSORY INTEGRATION OF (AR)RHYTHMIC INPUT | 9

Frequency X SOA interaction will be explored in more detail in the following analyses on Gaussian- and
Logistic-derived parameters.

Coherently with the results of the rm-ANOVA on simultaneity rates, the second rm-ANOVA on
TBWs revealed a main effect of Frequency (F(1.21,105413) =77.17, p<.001, nz =.47). Post-hoc comparisons
showed that participants' TBWs shrank with AV stimuli pulsing at 3Hz (M =273.11ms, SE =8.75ms)
as compared to 2Hz (M=307.19ms, SE=7.06 ms; ey = —4.72, p....<-001) and 1 Hz (M=458.41ms,
SE =20.84ms; t<87) =-941, p_, .. <.001); it also shrank for stimuli pulsing at 2Hz as compared to those
pulsing at 1 Hz ey = —8.49, p.o.e <-001; see Figure 2a).

Regarding the analyses where SJ rates were analysed as a function of the leading sense, the rm-
ANOVA on slopes revealed a main effect of Frequency (F(1.81,130.31> =14.36, p<.001, nz =.17) while the
effect of Leading sense (p=.6) and the interaction (p=.3) between the two factors were not significant.
Post hoc comparisons showed that participants had higher slope values (thus steeper logistic curves)
when the AV stimuli were presented at 3Hz (M=0.08, SE=0.01) as compared to stimuli presented
at 1Hz (M=0.04, SE=0.00; 1(72) =5.83; p... <-001); slopes were also found to be higher for stimuli
presented at 2Hz (M =0.06, SE =0.01) as compared to those presented at 1 Hz o= 3.47,p..,,<-005);
slope values did not differ between stimuli presented at 3Hz as compared to those presented at 2Hz
(Peors = -2 see Figure 2b).

The last rm-ANOVA on thresholds showed a main effect of Frequency (F 1.67,120.02) = 68.47,
Do <001, 712: 49) and a main effect of Leading sense (F<1’72>=398.24, »<.001, n*=.85) while the
Frequency X Leading sense interaction did not reach significance (p=.2). Post-hoc comparisons for
the main effect of frequency showed that participants had lower thresholds with AV stimuli pulsing at
3Hz (M=224.61 ms, SE=7.66ms) as compared to stimuli pulsing at 2Hz (M =253.04 ms, SE = 6.85ms;
Loy = =390, p..,<.001) and at 1 Hz (M=327.31 ms, SE=9.27ms; Loy = —=9.53, P, <-001); thresholds
were also found to significantly differ between stimuli pulsing at 2Hz as compared to those pulsing at
1Hz (#75==8.55, p,,,, < .001). Post hoc comparisons for the main effect of Leading sense revealed that
when auditory stimuli were presented first (i.e., AL conditions) participants' thresholds were signifi-
cantly lower (M=165.22ms, SE =7.79 ms) compared with VL conditions (M=371.42ms, SE=8.10ms;
by = —19.96, p ... <-001), in which visual stimuli preceded the auditory ones (see Figure 2b).

In Experiment 1, results show a reduction of the TBW as the frequency of the AV streams increases.
Moreover, temporal acuity is higher when the onset of auditory streams temporally precedes the onset
of visual streams, as compared to when visual streams are presented first.

EXPERIMENT 2

In Experiment 2, we tested whether the shrinkage of TBWs found in Experiment 1 at higher stimulus
frequencies could be due to the higher amount of information conveyed by the different AV streams.
In fact, as previously mentioned, the number of pulses of AV stimuli in Experiment 1 was 3, 6 and 9
for the 1, 2 and 3 Hz conditions, respectively. The different number of pulses might have determined a
more accurate judgment of simultaneity. To exclude this potential confound, here we kept the number
of pulses constant (i.e., 3 pulses) across the three frequencies and manipulated instead the duration of
the AV streams.

Materials and methods
Participants
A new sample of 52 participants (28 I, mean age =23.75, SD =3.05, age range =20-37) was recruited

for Experiment 2, considering the same inclusion/exclusion criteria of Experiment 1. None of them
took part in Experiment 1.
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10 | ZAMFIRA ET AL

Stimuli and procedure

We employed the same AV stimuli and the same procedures of Experiment 1. The only difference was
that we equalized the number of pulses (#=3) for the three different frequencies of AV streams. By
doing so, we obtained different durations of the audio-visual streams: stimuli presented at 1 Hz had a
duration of 3, which decreased to 1.5s and to 1s in the 2 and 3 Hz conditions, respectively.

Data analysis

In Experiment 2 we employed the same data analyses used in Experiment 1.

Results

Among the 52 participants who completed the task, data from two subjects were excluded from the
analyses on TBWs and §J rates because of a poor fitting of the Gaussian function (adjusted R*<.5).
Thus, the final sample included 50 participants (28 I, mean age =23.76, SD =3.07, age range =20-37).
For the analyses on slopes and thresholds, data from 16 participants were instead excluded because of
a poor logistic fitting (i.e., adjusted R*<.3 in cither the AL or VL condition). Thus, the final sample
included 36 participants (20 I, Mean Age =24.44, SD =3.31, Age Range = 21-37).

The results replicated findings of Experiment 1 Indeed, the rm-ANOVA on §J rates showed a main
effect of frequency (F (1.57.7772) =41.92, p<.001, n>=.46), SOA (F319156 w5 =177.96, p<.001, n>=.78)
and a significant frequency X SOA interaction (F (12.13,594.30) = % 20 p< 001, n>=.08). Post hoc compari-
sons for the main effect of frequency showed that the mean simultaneity rate for AV stimuli pulsing at
1Hz (M=0.59, SE =0.02) was significantly higher than for stimuli pulsing at 2Hz (M =0.49, SE =0.01;
1(49>=6.O4, Peors <-001) and at 3Hz (M=0.45, SE=0.02; l<49>:7.52,pcorr<.001); the mean simultane-
ity rate also differed between stimuli presented at 2Hz and at 3Hz (l<49>:3.73, DPeors <-005). As for
Experiment 1, the main effect of SOA revealed that participants reported significantly higher SJ rates
when dynamic AV stimuli were presented at temporal intervals closer to +100ms (VL; see Figure 3a).
The frequency X SOA interaction will be explored in more detail with subsequent analyses.

The second rm-ANOVA on TBWs revealed a main effect of frequency (F (1.24,60.57) =306.65,
p<.001, n>=.42). Post hoc rtests showed that participants' TBWs shrank with stimuli pulsing at
3Hz (M=307.79ms, SE=13.09ms) as compared to 2Hz (M=340.06ms, SE=12.66ms; Tyo) = —3.62,
Peors <-005) and 1 Hz (M=458.50ms, SE=25.03ms; Tuo) = —6.55, p_...<.001); it also shrank for stimuli
pulsing at 2Hz as compared to those pulsing at 1 Hz (l<49 —5.58, p,., <-001; see Figure 3a).

Regarding the analyses where SJ rates were analysed as a funct1or1 of the leading sense, the rm-
ANOVA on slopes revealed only a main effect of frequency (F(1_99’69'84) =3.71, p<.05, nzz .10), while
Leading sense and the frequency X leading sense interaction did not reach significance (p=.2 and .0, re-
spectively). Post hoc comparisons for the main effect of frequency showed that participants had higher
slope values (steeper logistic curves) when the AV stimuli were presented at 3Hz (M=0.07, SE=0.01) as
compared to stimuli presented at 1 Hz (0.05, SE=10.01; Y35 =250, Py < .05); in this case, slope values
did not differ between stimuli presented at 2Hz as compared to those presented at 1 Hz (p___=1.0) and
3Hz (p,,,, =1; see Figure 3b).

The last rm-ANOVA on thresholds showed a main effect of Frequency (F (1.54,53.92) =32.03, p<.001,
n =.48), a main effect of Leading sense (F1 135 =141. 42 p<.001, 77 =.80) and a significant fre-
quency X leading sense interaction (F, @70 =3.29, p<.05, 7] =.10). Post-hoc comparisons for the main
effect of frequency showed that participants had lower thresholds with AV stimuli pulsing at 3Hz
(M_ 234.41 ms, SE=10.23ms) as compared to stimuli pulsing at 2Hz (M=272.02ms, SE=9.36ms;

Y55~ —4.49, p..»<-001) and 1 Hz (M =324.46ms, SE=12.30ms; # 65 = —=6.52, p_ <.001); thresholds
were also found to significantly differ between stimuli pulsing at 2Hz as compared to those pulsing

corr
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(a) Gaussian fitting
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FIGURE 3 Experiment 2 results. (a) Gaussian fitting results: Mean simultaneity judgements (S]) and the temporal
binding windows (TBWs) with error bars (SEM) and individual data points for each stimulation frequency (1 Hz=cyan,
2Hz=light blue, 3Hz=dark blue) and SOA (1 Hz=circles, 2 Hz = triangles, 3 Hz = squares). (b) Logistic fitting results: Mean
slope and threshold values with error bars (SEM) and individual data points for each stimulation frequency (1 Hz = violet,
2Hz=fuchsia, 3 Hz=dark pink), leading sense (AL =light pink, VL =red), and SOA (1 Hz =circles, 2Hz = triangles,
3 Hz=squares). Asterisks indicate the level of statistical significance (***»<.001, **»<.01).
at 1Hz (735 = =474, p o, < .001). Post hoc comparisons for the main effect of Leading sense revealed
that when auditory stimuli were presented first (AL conditions) participants' thresholds were signifi-
cantly lower (M=163.15ms, SE =11.64 ms) compared with conditions in which visual stimuli preceded
the auditory ones (VL conditions; M=384.40ms, SE =13.82ms; Y33y~ —11.89, p_..,<-001). In order
to further explore the interaction between these two factors, we performed post hoc tests comparing
thresholds for the three stimulation frequencies in the AL and VL conditions. In particular, when
visual streams were presented before the auditory ones (VL condition), participants reported lower
thresholds for stimuli pulsing at 3Hz (M=334.71 ms, SE=17.65ms) as compared to stimuli presented
at 2Hz (M=397.50ms, SE =16.47 ms, 1(35> =-4.35,p....<-001) and 1 Hz (M=440.10ms, SE = 15.00 ms,
l35=70.28, p ., < .001); thresholds were also found to significantly differ between stimuli pulsing at
2Hz as compared to those pulsing at 1 Hz (a3~ =294, p....<.05). When looking at the AL condi-
tion, participants reported lower thresholds for stimuli pulsing at 3Hz (M=134.12ms, SE =13.86 ms)
as compared to stimuli presented at 1Hz (M=208.81ms, SE=16.4ms, Y35~ —4.29, p_...<.001) and
between stimuli pulsing at 1 and 2Hz (M=146.53ms, SE=12.67, Y55~ 4.27, p....<.001), while no
differences were found among thresholds for stimuli pulsing at 2 and 3Hz (p_ = 1.00; see Figure 3b).
The pattern emerging in Experiment 2 confirms the results of Experiment 1 and also suggests that
the quantity of information, equalized for the number of cycles across the different frequencies, did not
impact temporal integration.

EXPERIMENT 3

In previous experiments, we found that the frequency of AV stimuli presentation impacts multisensory
integration, determining higher temporal acuity (i.e., less AV integration) with increasing stimulation
frequency, regardless of the number of pulses (Experiment 1) and/or the duration of the AV streams
(Experiment 2). Stimuli employed in both previous experiments were created following a pure sinusoidal
function, and thus they were carrying a purely regular rhythm.

The rationale of Experiment 3 was to investigate whether the quasi-rhythmic properties of speech
could influence the extension of TBWs. Specifically, we hypothesized that speech-like AV stimuli might
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12 | ZAMFIRA ET AL

be perceived as synchronous for extended time intervals when compared to pure regular stimuli. Such
extended TBWs would suggest that the quasi-rhythmic features of a typical speech envelope could
influence AV temporal acuity. To this aim, we compared SJ rates and TBWs extensions for irregular
(quasi-thythmic) AV stimuli modulated in amplitude/size following a complex function obtained from
the speech envelopes of real speech signals. As comparison stimuli, we used 3 Hz rhythmic stimuli, the
same as those used in the previous two experiments, given that this was comparable in terms of the
main frequency present in the signal.

Materials and methods
Participants

A new sample of 36 participants (21 I, mean age =21.83, SD =2.07, age range = 18—27) was recruited
for Experiment 3, considering the same inclusion/exclusion criteria of Experiments 1 and 2. None of
them took part in Experiment 1 or 2.

Stimuli and procedure

In the Rhythmic condition, continuous AV streams modulated following a regular sinusoidal function
at 3Hz and with a duration of 3 s (the same as in Experiment 1) were used. In the Speech-like condition,
AV stimuli were modulated following the quasi-rhythmic pattern of a speech envelope. Speech envelopes
were obtained from different spoken sentences taken from articles of the Italian Constitution, which
were recorded by a female voice and lasted 3s; subsequently, we applied a Fast Fourier Transform (FF'T)
of such speech envelopes in order to obtain the frequency power spectrum. We selected five sentences
for which the final speech envelopes showed a clear peak at ~3Hz and, subsequently, used the relative
envelope to create our quasi-rhythmic speech-like AV stimuli (see Figure 1d,e).

The task procedure was the same as for Experiments 1 and 2. The total number of trials was 165 (5
repetitions for each combination of SOAs and frequency).

Data analysis

In Experiment 3, we employed the same data analysis methods used in Experiments 1 and 2. A repeated
rm-ANOVA was conducted on SJ rates with condition (rhythmic and speech-like) and SOA (=500,
—400, =300, =200, =100, 0, +100, +200, +300, +400 and +500 ms) as within-subject factors. A second
rm-ANOVA on TBWs was conducted using condition (rhythmic and speech-like) as a within-subject
factor. Finally, two different rm-ANOVAs on slopes and thresholds extracted from the logistic fittings
were performed with condition (thythmic and speech-like) and leading sense (AL and VL) as within-
subject factors.

Results

Among the 36 participants who completed the task, data from two subjects were excluded from the
analyses on SJ rates and TBWs because of a poor fitting of the Gaussian function (adjusted R*<.5).
The final sample included 34 participants (20 F, mean age=21.85, SD =2.13, age range = 18-27). For
the analyses on slopes and thresholds, data from eight participants were instead excluded because of a
poor logistic fitting (adjusted R*<.3 in cither the AL or VL condition). The final sample included 28
participants (16 F, mean age =22.00, SD =2.93, age range = 18-27).
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MULTISENSORY INTEGRATION OF (AR)RHYTHMIC INPUT | 13

The rm-ANOVA on §J rates showed a main effect of condition (F1 1,33 =10.61, p<.005,
n =.24), SOA (F (2.95.97.35) 76 82, p<.001, n =.70) and a significant condition X SOA interaction
(F(6464,219 = =4.83,p< OOl n =.13). Post hoc comparisons for the main effect of condition showed
that the mean SJ rate for AV streams pulsing with a speech-like modulation pattern (M =0.50,
SE=0.02) was significantly higher than for streams pulsing with a rhythmic pattern (M=0.45,
SE =0.02; t<33) =3.206, p_,..<-005). As for Experiments 1 and 2, the main effect of SOA revealed
that the proportion of simultaneous responses varied as a function of temporal asynchrony between
streams (see Figure 4a). The condition X SOA interaction will be explored in more detail with sub-
sequent analyses.

The second rm-ANOVA on TBWs revealed a main effect of condition (F1 ) =39.20, p<.001,
n =.54). Post hoc rtests showed that participants' TBWs were enlarged when processing speech-like
streams (M=373.10ms, SE=23.46ms) as compared to streams with a regular rhythm (M=318.23,
SE=24.10ms; l<33> =06.26, p<.001; see Figure 4a).

Regarding the analyses where SJ were analysed as a function of the leading sense, the rm-ANOVA
on slopes revealed a main effect of condition (F (1,27~ 245, p<.05, n>=.17). Post-hoc comparisons
showed that participants had higher slope values, representing steeper logistic curves for rhythmic AV
streams (M=0.04, SE=0.01) as compared with speech-like AV streams (M=0.02, SE=0.00; p<.001;
see Figure 4b). Leading sense and the condition X leading sense interaction did not reach significance
(?>.2).

Thelast rm-ANOVA on thresholds showed a main effect of condition (F 1.27) =13.07,p<.005 ,n°=.32)
127" 75 10, p<.001 n =.74) and a significant condition X leading sense
interaction (F 1,27 =11.81, p<.005, 71 =.30). Post hoc comparisons for the main effect of condition
showed that participants had lower thresholds for rhythmic AV streams (M= 225.77ms, SE =17.06 ms)
as compared to Speech-like AV streams (M=274.19 ms, SE =13.70 ms; Yony= =3.61, p_.,, <-005). Post-
hoc comparisons for the main effect of Leading sense revealed that in the AL condition, thresholds
were significantly lower (M=169.67 ms, SE =15.80ms) compared with VL conditions (M =330.29 ms,
SE=17.75ms; t(27>:—8.67, Peors <-005). Importantly, concerning the interaction between condition
and leading sense, post-hoc comparisons showed that thresholds significantly differ between rhythmic
(M=128.71ms, SE=16.38 ms) and speech-like AV streams (M=210.63ms, SE=17.29ms) only in the

amain effect of leading sense (I
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FIGURE 4 Experiment 3 results. (a) Gaussian fitting results: Mean simultaneity judgements (S]) and the temporal
binding windows (TBWs) with error bars (SEM) and individual data points for each condition (thythmic =dark blue, speech-
like = medium blue) and SOA (thythmic = circles, speech-like = triangles). (b) Logistic fitting results: Mean slope and threshold
values with error bars (SEM) and individual data points for condition (rthythmic =light pink, speech-like = red), leading sense
(AL=light yellow, VL = orange) and SOA (rhythmic = circles, speech-like = triangles). Asterisks indicate the level of statistical
significance (*¥*p<.001, **»<.01).
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1 | ZAMFIRA ET AL,
AL condition ony= =7.01, p,,..<.005), while no differences were found in the VL condition (p_ _=.94;
see Figure 4b).

Results of Experiment 3 show more tolerant temporal integration for the speech-like condition with
respect to a purely rhythmic condition with a comparable ‘average’ frequency.

DISCUSSION

Increasing evidence shows that the spatiotemporal relationship between multisensory stimuli is
fundamental in determining whether information from cross-modal sources would be integrated into a
unified percept (Recanzone 2009; Fain, 2003; Spence, 2007; Stein & Stanford, 2008). These mechanisms
have been widely investigated within the audio-visual domain by employing simple discrete stimuli, like
flash-beep or complex speech signals (Conrey & Pisoni, 2006; Miller & D'esposito, 2005; Stevenson &
Wallace, 2013; van Atteveldt et al., 2007; Van Wassenhove et al., 2007; Vatakis & Spence, 2008). The
main findings, largely explored through the temporal binding windows account, suggest that simple
basic stimuli are integrated into narrower temporal windows, compared to more complex AV pairs,
which are characterized by a richer temporal structure (Denison et al., 2013). Although these results
appear to be consistent across multiple studies, the key features that account for this complexity are less
clear. Since speech stimuli, like complex natural inputs in general, are characterized by continuous and
rhythmic or quasi-rhythmic structures, these characteristics might be suitable candidates for explaining
the complexity that determines higher temporal tolerance to asynchronies across modalities and, in
turn, the widening of TBW. By systematically manipulating the frequency and rhythmic structure of
AV streams across three experiments, we aimed at investigating whether and how the spectro-temporal
profile of AV stimuli drives temporal integration/segregation.

Specifically, auditory and visual stimuli were modulated at different temporal frequencies (1, 2 and
3Hz) and presented simultaneously (SOA =0ms) or with varying stimulus onset asynchronies (from
=500 to +500 ms, with negative SOAs indicating that the auditory stimulus preceded the visual one,
while positive SOAs indicate the opposite). In Experiment 1, AV streams were matched in duration (3s)
and only differed in the number of pulses (i.e,, 3, 6 or 9 for the 1, 2 and 3 Hz conditions, respectively).
In Experiment 2, a complementary approach was adopted: the total number of pulses was kept constant
(i.e., 3 pulses) across the three frequencies while the duration of the AV streams varied (i.e., 1 Hz=3s,
2Hz=1.5sand 3Hz=15). Lastly, in Experiment 3, AV stimuli were modulated following purely rhyth-
mic vs. quasi-rhythmic (speech-like) envelopes while the dominant stimulation frequency was kept con-
stant (3 Hz). Gaussian and logistic fitting-derived parameters allowed for the estimation of ‘summary’
measures of audio-visual temporal processing, less sensitive to random noise and trial-by-trial variability
compared to the raw SJ data points. In this framework, differences between auditory- and visual-leading
conditions, and how they vary with frequency, enabled us to more precisely capture shifts in integration
boundaries and asymmetries in sensory processing,

First, we tested whether the rhythmic pattern of a congruent AV stream could impact the individual
perception of synchrony and AV temporal acuity, measured as the difference in TBWs size as a function
of the AV streams frequency. We hypothesized that streams pulsing at higher frequencies would gener-
ally determine shorter integration windows (higher AV temporal acuity). In line with our expectations,
the results of Experiments 1 and 2 suggest that TBWs shrink as the stimulus frequency increases, even
when the AV streams are equalized for the number of pulses across the different frequencies. This trend
is evident not only in the TBW estimates but also in threshold and slope values. Indeed, all measures
derived from Gaussian and logistic fits show a consistent and converging pattern: as the modulation
frequency of the AV stream increases, so does the temporal precision of cross-modal integration. This is
reflected in narrower TBWS, steeper psychometric slopes and lower thresholds, all indicative of greater
temporal acuity. Such consistency across distinct outcomes strengthens the robustness of our findings
and provides converging evidence that frequency-dependent changes in AV integration are not limited
to one specific measure but generalize across different facets of temporal processing.

SUORIPUOD PUE SWB | 34} 395 *[5202/60/2T] U0 ArIGIT8UIIUO 1M * 0B A 1 1PNIS 11B2Q ASBAIUN - 1N0oUOY BN Ad 62002 dOI/TTTT OT/10PA0 311 ARIq1PUIIUOGnUoASdsday// SRy WoJ} PRPeoIumMOq) ‘0 ‘56287702

yEIY

85UB01 SUOLLIWIOD BAIRIO 3|ed!jdde 3Ly Aq peuA0B 8. SIPIE YO 95N J0 S3NI J0J ARIq 1T BUIUO AB]IM U0



MULTISENSORY INTEGRATION OF (AR)RHYTHMIC INPUT | 15

A robust and well-documented phenomenon in multisensory temporal perception is a bias toward
perceiving visual-leading stimuli as more synchronous than auditory-leading ones, reflecting the brain's
greater tolerance for visual delays relative to auditory ones when judging simultaneity (Fain, 2003;
Spence, 2007; Vroomen & Keetels, 2010). The skewness may arise from a combination of factors such
as ecological tuning to audio-visual events in the environment, attentionally mediated differences in
temporal resolution or salience and individual differences in temporal sensitivity or sensory dominance
(Marsicano et al., 2022; Stevenson et al., 2012). Our findings from both Experiment 1 and Experiment
2 suggest that frequency compression or expansion of AV streams does not alter the relative dominance
or perceptual advantage of one leading modality over the other. Instead, frequency acts as a global mod-
ulating factor that shifts thresholds overall, while the asymmetry favouring the visual-leading modality
remains consistent across conditions. Thus, frequency influences general temporal precision (reflected
in narrower TBWs and lower thresholds) but does not differentially affect AL and VL conditions.

A previous study conducted by Arrighi et al. (2006) found that the perception of AV synchrony of a
naturalistic scene with a drumming player was modulated by the drumming tempos. Specifically, when
comparing the TBWs for slow series, with drum rhythm variations between 1 and 4 Hz and fast series
with drum variations between 4 and 11 Hz, they found that higher drumming tempos are integrated
into narrower TBWs compared to the lower frequency rhythms, suggesting that faster frequencies allow
for an increased temporal discrimination. This frequency-dependent modulation of temporal acuity
is also compatible with the electrophysiological properties of motion-sensitive visual areas (Bair &
Movshon, 2004; Battaglini et al., 2020; Di Dona & Ronconi, 2023; Ronconi, Balestrieri, et al., 2023). For
instance, neural responses to moving stimuli vary systematically with temporal frequency in the mid-
dle temporal (MT) area of the extrastriate visual cortex. At low temporal frequencies, responses were
broadly distributed in time, with a long latency to peak response (approximately 80 ms). At high tem-
poral frequencies, the response is narrower in time with a shorter latency to peak response (30—40 ms)
(Arrighi et al., 2006). These previous observations suggest that with increased stimulation frequency
the temporal precision of sensory encoding is enhanced, which in turn may facilitate more fine-grained
temporal judgements, consistent with the behavioural narrowing of TBWs observed in our data.

After having established in Experiments 1 and 2 that the frequency (speed) of AV streams clearly
influences the size of cross-modal integration windows, in Experiment 3 we moved a step forward and
tested whether the spectral properties of speech, characterized by irregular (or quasi-regular) rhythms,
would account for larger TBWs even when the linguistic nature of the auditory input was taken apart.
Thus, with this additional experiment we could precisely test the hypothesis that the inherent irregu-
larity, or the decrease in regularity, would be one of the primary factors that determine the widening of
TBWs size obtained when using AV speech as compared to other non-linguistic complex AV streams.
Three-second speech stimuli with a clear peak at 3Hz were selected from different recordings of a fe-
male voice reading short sentences, and their relative envelope was used to modulate the AV streams.

We expected that when comparing regular, sinusoidally modulated AV stimuli with quasi-rhythmic
AV stimuli modulated following a speech envelope, such a spectral profile would account for the wid-
ening of TBW, even in the absence of a linguistic message. Results from Experiment 3 confirmed
the hypothesis, showing that the itregulat/quasi-thythmic nature of speech-like stimuli was integrated
across a wider TBW; however, this was evident only in AL trials, when the auditory stream preceded
the visual stream. This selective effect is particularly notable, as it contrasts with the typical visual-
leading advantage, indicating that speech-like temporal structures may mitigate, or even eliminate, the
usual perceptual bias toward visual-leading asynchronies. This result highlights an interplay between
stimulus-driven temporal dynamics and perceptual tuning shaped by ecological and neural constraints,
emphasizing how spectral variability, common in naturalistic AV input such as speech, can modulate the
limits of cross-modal temporal integration.

One factor that could, in principle, influence simultaneity judgements (and thus TBWs estima-
tion) is the instantaneous phase difference between auditory and visual signals, particularly when
considering amplitude alignment at specific stimulus onsets. However, our temporally extended AV
streams (lasting between 1.5 and 3's) contained multiple pulses (3, 6 or 9 depending on frequency),
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rather than single onset events. Thus, judgements of synchrony were likely based on the perceived
coherence of the full temporal structure of the audio-visual streams rather than on momentary
amplitude differences or on the alignment of the first AV pulses. Indeed, if perceptual integra-
tion were driven primarily by initial phase differences or pulse-onset alignment, it would not have
been possible to see differences among the different stream frequencies in Experiments 1 and 2.
Moreover, data from Experiment 3 show that the increased temporal tolerance observed for speech-
like stimuli was primarily auditory-driven. If instantaneous phase differences were responsible for
the observed effects, we would expect them to affect simultaneity judgements equally in both audi-
tory- and visual-leading conditions.

While previous studies have highlighted the variable influence of speech on temporal pro-
cessing (Bishop & Miller, 2009; Grant & Seitz, 2000; Munhall & Vatikiotis-Bateson, 2004; Van
Wassenhove et al., 2007; Vatakis et al., 2008; Vatakis & Spence, 2008; Venezia et al., 2016; Vroomen
& Stekelenburg, 2011), the novelty of our work lies in the direct comparison between strictly rhythmic
and quasi-rhythmic (speech-like) streams, with matched dominant frequencies (3 Hz). By holding stim-
ulus frequency constant, we specifically isolate the effect of envelope regularity on AV integration/
integration and showed that speech-like envelopes (even in the absence of any linguistic content) induce
broader and asymmetric TBWSs, favouring auditory-leading asynchronies. These results indicate that
the spectrotemporal variability of naturalistic stimuli modulates temporal binding beyond frequency
content alone. Indeed, the brain's tolerance for temporal discrepancies is not only frequency-dependent
but also sensitive to the dynamic variability of sensory inputs. It is important to note that in Exp. 3
we opted to match the rhythmic and quasi-rhythmic streams based on the mean dominant frequency
(3Hz), without explicitly controlling for other potentially relevant dimensions such as phase structure
and spectrotemporal complexity. While this approach was theoretically motivated as a first step inves-
tigation, future work should aim to refine this comparison by more thoroughly matching the temporal
and spectral characteristics of experimental and control stimuli to better isolate the influence of higher-
order features intrinsic to speech-like inputs.

Overall, we believe that the findings we observed across the three experiments reinforce the idea
that the cross-modal influences in sensory cortices are mediated by the synchronization of ongoing
neural oscillations, in particular phase-reset and neural entrainment, which would play a central role
not only in influencing the human ability to track and perceive AV streams with different spectral
properties, but also to track multimodal speech signals (Bauer et al., 2020; Peelle & Davis, 2012; Zoefel
et al., 2018). In this regard, the phase of oscillatory activity can strongly impact the effectiveness of
perception and behaviour as it reflects the excitability states of the involved neuronal ensembles (Bauer
et al., 2020). The correspondence of the onset of sensory inputs with high-excitability states promotes
stronger neural responses while the opposite applies to low-excitability states. Consequently, as shown
by several psychophysics studies, behavioural performance is enhanced when the stimulus onset falls
in a preferential high-excitability state across sensory modalities (Contemori et al., 2022; Fiebelkorn
et al., 2013; Helfrich et al., 2018; Landau & Fries, 2012; Ronconi & Bellacosa Marotti, 2017; Ronconi &
Melcher, 2017).

In the context of multisensory processing, in particular, it has been widely demonstrated that phase
reset is a key mechanism for AV integration, given that both auditory and visual stimuli can cross-
modally ‘realign’ the phase of oscillatory activity in the visual and auditory cortex, respectively (Lakatos
et al., 2009; Mercier et al., 2013; Romei et al., 2012; Ronconi, Vitale, et al., 2023). This cross-modal re-
alignment would be important for aligning rhythmic brain activity of auditory and visual areas and for
opening a temporal window where audio-visual integration can occur (Bauer et al., 2020). The neural
pathways for generating cross-modal phase reset are only partially understood, but preliminary evi-
dence supports multiple hypotheses: there can be direct lateral connections between unimodal cortices
(Falchier et al., 2002), cross-modal influences through higher-order multimodal cortical regions (supe-
rior temporal sulcus, intraparietal sulcus and prefrontal cortex) (Driver & Noesselt, 2008; Ghazanfar &
Schroeder, 20006; van Atteveldt et al., 2014), or even pathways involving multimodal subcortical regions
(e.g., superior colliculus and thalamus) (Cappe et al., 2007; Hackett et al., 2007; Lakatos et al., 2007).
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Their differential involvement may depend on the specific stimulus parameters or task demands and
also on the exploitation of top-down factors.

The main findings of Experiments 1 and 2, that is, that higher frequencies in the AV streams led
to narrower TBWs and so higher temporal acuity, could be explained by phase reset mechanisms of
ongoing neural oscillations. The presentation of transient stimuli, indeed, determines a phase reset of
ongoing neural oscillations in primary sensory cortices, leading to the temporal reorganization of neural
high-excitability states to optimally respond to the environment (Bauer et al., 2020). The series of phase
resets that rhythmic AV streams induce in neural oscillations ultimately leads to neuronal entrainment
of multisensory-sensitive regions, and might be at the basis of our behavioural findings. Specifically,
stimuli varying at higher frequencies could putatively induce a higher number of phase resets per time
unit, determining a higher number of realignments of ongoing oscillations to high-excitability states,
ultimately leading to more precise temporal processing and thus narrower TBWs.

Considering the effects emerging in Experiments 1 and 2 and their presumed associations with
cross-modal phase resets and/or neural entrainment, two AV streams pulsing at the same ‘average’
frequency should lead to similar TBW or temporal acuity. Instead, in Exp. 3, an asymmetrical widening
of the TBW was observed for the speech-like AV stream when compared with a purely rhythmic AV
stream, despite the average dominant frequency being the same (i.e., 3Hz). In particular, while for the
VL condition, the psychometric fits are very similar and almost superimposed, for the AL conditions, a
lower temporal acuity (i.e., a more tolerant integration window) was observed for speech-like modulated
streams, as suggested by the higher threshold of the logistic fit. One possibility is that, despite the aver-
age dominant frequency being comparable across conditions, the spectral complexity embedded in the
speech-like streams, in which both lower and higher frequency components were still present, may have
induced different temporal acuity across conditions. However, if this consideration holds, it would be
reasonable to expect a threshold modulation not only in the AL but also in the VL condition.

Another possibility revolves around the information mostly conveyed by the auditory stream. In
this regard, the auditory stream was created by modulating the amplitude of a pure tone following
the envelope of a natural speech recording. While such a stimulus holds no purely linguistic infor-
mation, it retains a very similar spectrotemporal structure. Previous studies have shown that stimuli
resembling speech from which linguistic features were removed (e.g., spectrally rotated speech (Di
Dona et al.,, 2022; Marklund et al., 2020; Steinmetzger & Rosen, 2017) or temporally reversed speech
(Ishida, 2021; Mai & Wang, 2023)) led to larger temporal integration windows (Maier et al., 2011; Shahin
et al., 2017). Stimuli with spectrotemporal patterns similar to speech may trigger perceptual modes
typical of speech processing and perception, by which larger integration windows allow for the in-
tegration of faster (e.g., phonemes and syllables) and slower (e.g., sentences and prosodic structures)
unfolding information to properly understand the meaning of utterances (Ding et al., 2016; Keitel
et al., 2018; Martin, 2020). While visual information is also very important for effective speech per-
ception (Mcgurk & Macdonald, 1976), as well as its integration with auditory information (Marques
et al., 2016; Peelle & Sommers, 2015), the auditory modality is undoubtedly self-sufficient for speech
perception. Importantly, the visual part of the AV streams employed in the present study was created by
adapting the same envelope used for the auditory one, but it was used to modulate the radius of a pulsing
circle in order to resemble a moving mouth. However, it is likely that this impoverished implementation
did not sufficiently mimic the movements of a speaking mouth to activate the perceptual modalities
typical of speech perception. In fact, the movement of a speaking mouth is not completely coherent
with the auditory envelope; its profile also depends on many different factors such as movements of
unseen body parts (e.g., tongue, vocal cords and larynx) or other physical features of the mouth which
we did not consider. In this regard, previous studies employing natural AV stimuli (Marques et al., 2016;
Mcgurk & Macdonald, 1976; Peelle & Sommers, 2015) could presumably activate motion-sensitive and/
or face-specific cortical sites which might have contributed to the activation of the perceptual models
typical of speech perception. Therefore, in the VL condition, this modulation might not have triggered
processing modes typical of speech perception as the AL condition possibly did, resulting in no differ-
ence in terms of temporal integration between the speech-like and the rhythmic conditions.
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A third possibility relates to innate sensory biases or evolved asymmetries in cross-modal process-
ing of speech-like streams. Speech communication is characterized by temporal disparities, where ar-
ticulatory gestures may lag slightly behind their corresponding acoustic cues and vice versa, due to
biomechanical and neural delays (Fain, 2003; Murray et al., 2016; Pasqualotto et al., 2016). As a result,
the human brain might have evolved a greater tolerance, or a broader temporal binding window, for
auditory-leading asynchronies when the signal carries speech-like information. This asymmetry could
reflect an ecological adaptation, optimizing integration in realistic communicative settings. The lack
of an analogous widening in the VL condition supports the idea that this flexibility reflects modality-
specific temporal expectations, putatively shaped by the statistics of natural sensory environments.

To summarize, the present work showed that the integration of dynamic AV stream is modulated
by their rhythmicity: streams with higher frequency might trigger a higher number of phase resets per
time unit, determining a higher number of realignments of ongoing oscillations to high-excitability
states, ultimately leading to more precise temporal processing and thus narrower TBWs. Furthermore,
we showed that pulsing AV stimuli with an auditory spectrotemporal profile resembling speech may
trigger perceptual modes typical of speech perception, leading to reduced temporal acuity and increased
temporal integration when the auditory information is presented slightly before the visual one. Thus,
both low-and high-level spectrotemporal information influence AV temporal integration of continuous
streams.

In most real-world contexts, the brain does not operate at a single dominant oscillatory frequency,
but rather exhibits simultaneous activity across multiple frequency bands, each linked to distinct func-
tional processes (Meyer et al., 2020; Ronconi, Balestrieri, et al., 2023; Zoefel et al., 2018). For instance,
phase-amplitude coupling between slower (e.g., delta/theta) and faster (e.g., beta/gamma) rhythms has
been proposed as a mechanism that facilitates dynamic coordination and information exchange be-
tween sensory and higher-order cortical regions (Ronconi, Balestrieri, et al., 2023). This mechanism
may be especially relevant for integrating multisensory input that unfolds at different temporal scales,
such as auditory and visual components of naturalistic streams. In this framework, lower-frequency
oscillations could support the tracking of slow global dynamics (e.g., prosody and syllabic structure),
while higher-frequency activity might encode finer temporal details (e.g., phonemes or rapid visual
transients), thus enabling a temporally nested representation of cross-modal events (Bauer et al., 2020;
Meyer et al., 2020; Peelle & Davis, 2012; Poeppel & Assaneo, 2020). The observed modulation of TBW
by both stream frequency and rhythmic regularity in our experiments might reflect how cross-modal
phase reset and entrainment operate within such a multiplexed scenario. Quasi-rhythmic, speech-like
AV streams may disrupt optimal cross-frequency alignment or impose a greater demand on hierarchical
temporal integration, leading to wider integration windows.

Future work using electrophysiological techniques could help delineate how specific phase-amplitude
coupling profiles support the integration of complex, temporally structured AV signals and whether
these dynamics are altered in clinical populations previously found to be characterized by dysfunc-
tional integrative mechanisms such as autism, schizophrenia and dyslexia (Ferri et al., 2017; Hairston
et al., 2005; Marsicano et al., 2022, 2025; Ronconi, Vitale, et al., 2023). Indeed, individuals with ASD
have been shown to be characterized by enlarged TBWs, leading to a broader timeframe in which asyn-
chronous sensory inputs are perceived as simultaneous (Ronconi, Vitale, et al., 2023). This diminished
temporal acuity can impair the integration of audio-visual speech cues, adversely affecting language
comprehension and social interaction. Similarly, schizophrenia is associated with widened TBWs, re-
sulting in the hyperintegration of temporally misaligned sensory information (Ferri et al., 2017). This
aberrant integration may contribute to symptoms such as hallucinations and delusions by blurring the
distinction between internal thoughts and external stimuli. In dyslexia, temporal processing deficits
can hinder the precise alignment of auditory and visual inputs (Hairston et al., 2005), hereby affecting
reading, comprehension and spelling abilities. These findings underscore the importance of TBW
calibration for typical perceptual and cognitive development and suggest that its disruption may be a
transdiagnostic marker of dysfunctional sensory integration. Understanding the role of altered TBWs
in these disorders not only sheds light on their underlying neurocognitive mechanisms but also opens
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avenues for targeted interventions. Indeed, it could be investigated whether stimulus rhythmicity and
envelope regularity could be manipulated to causally probe or even remediate atypical multisensory
processing in these populations. Behavioural or neurostimulation-based protocols using (quasi-)rhyth-
mic AV streams could potentially entrain neural oscillations to enhance multisensory acuity, paving
the way for individualized interventions designed to restore optimal temporal integration/segregation
dynamics.

AUTHOR CONTRIBUTIONS

Denisa Adina Zamfira: Data curation; formal analysis; visualization; writing — original draft; writing
— review and editing; software. Giuseppe Di Dona: Data curation; formal analysis; visualization;
writing — original draft; writing — review and editing; software. Gianluca Marsicano: Methodology;
investigation; software; validation; data curation; writing — review and editing. Martina Battista:
Data curation; formal analysis; writing — original draft; writing — review and editing. Luca Battaglini:
Conceptualization; methodology; supervision; writing — review and editing; resources. Luca Ronconi:
Conceptualization; supervision; project administration; validation; funding acquisition; resources;
methodology; writing — review and editing,

FUNDING INFORMATION

D.AZ., G.D.D., M.B. and L.R. were supported by funding from Fondazione Regionale per la Ricerca
Biomedica of Regione Lombardia (FRRB Early Career Award ID: 1751150 to L.R.); G.D.D. and L.R.
were supported by funding from the Italian Ministry of University and Research (Bando PRIN 2022
ID: 2022H4ZRSN to L.R.).

CONFLICT OF INTEREST STATEMENT
The authors declare no competing interests.

DATA AVAILABILITY STATEMENT
The aggregated data and analysis scripts that support the findings of this study are openly available at
https://osf.io/bsgqd/Pview_only=14£5¢7382ebb485eb4ac2520b65d9fa5.

ORCID

Denisa Adina Zamfira @ https://otcid.org/0000-0002-3741-5336
Ginseppe Di Dona ‘D https://orcid.org/0000-0002-8778-7621
Gianlnea Marsicano ‘© https://orcid.org/0000-0001-6216-4404
Martina Battista ‘© https://otcid.otg/0009-0001-9600-0050
Liuca Battaglini ‘© https://orcid.org/0000-0002-5187-9225
Liuca Ronconi ‘© https://orcid.org/0000-0002-4674-8917

REFERENCES

Andersen, T. S., Tiippana, K., & Sams, M. (2004). Factors influencing audiovisual fission and fusion illusions. Cognitive Brain
Research, 21, 301-308.

Arrighi, R., Alais, D., & Burr, D. (2006). Perceptual synchrony of audiovisual streams for natural and artificial motion se-
quences. Journal of Vision, 6, 260—268.

Atilgan, H., Town, S. M., Wood, K. C., Jones, G. P., Maddox, R. K., Lee, A. K. C., & Bizley, J. K. (2018). Integration of visual
information in auditory cortex promotes auditory scene analysis through multisensory binding. Nexron, 97, 640—655.¢4.

Bair, W., & Movshon, J. A. (2004). Adaptive temporal integration of motion in direction-selective neurons in macaque visual
cortex. Journal of Neuroscience, 24, 7305—7323.

Battaglini, L., Mena, F., Ghiani, A., Casco, C., Melcher, D., & Ronconi, L. (2020). The effect of alpha tACS on the temporal
resolution of visual perception. Frontiers in Psychology, 11, 1765.

Bauer, A.-K. R., Debener, S., & Nobre, A. C. (2020). Synchronisation of neural oscillations and cross-modal influences. Trends
in Cognitive Sciences, 24, 481—-495.

Bean, N. L., Stein, B. E., & Rowland, B. A. (2021). Stimulus value gates multisensory integration. European Journal of Neuroscience,
53, 3142-3159.

SUORIPUOD PUE SWB | 34} 395 *[5202/60/2T] U0 ArIGIT8UIIUO 1M * 0B A 1 1PNIS 11B2Q ASBAIUN - 1N0oUOY BN Ad 62002 dOI/TTTT OT/10PA0 311 ARIq1PUIIUOGnUoASdsday// SRy WoJ} PRPeoIumMOq) ‘0 ‘56287702

yEIY

85UB01 SUOLLIWIOD BAIRIO 3|ed!jdde 3Ly Aq peuA0B 8. SIPIE YO 95N J0 S3NI J0J ARIq 1T BUIUO AB]IM U0


https://osf.io/bsgqd/?view_only=14f5e7382ebb485eb4ae25a0b65d9fa5
https://orcid.org/0000-0002-3741-5336
https://orcid.org/0000-0002-3741-5336
https://orcid.org/0000-0002-8778-7621
https://orcid.org/0000-0002-8778-7621
https://orcid.org/0000-0001-6216-4404
https://orcid.org/0000-0001-6216-4404
https://orcid.org/0009-0001-9600-0050
https://orcid.org/0009-0001-9600-0050
https://orcid.org/0000-0002-5187-9225
https://orcid.org/0000-0002-5187-9225
https://orcid.org/0000-0002-4674-8917
https://orcid.org/0000-0002-4674-8917

20 | ZAMFIRA ET AL

Bedard, G., & Barnett-Cowan, M. (2016). Impaired timing of audiovisual events in the elderly. Experimental Brain Research, 234,
331-340.

Benjamins, J. S., van der Smagt, M. J., & Verstraten, F. A. (2008). Matching auditory and visual signals: Is sensory modality just
another feature? Perception, 37, 848—858.

Bishop, C. W., & Miller, L. M. (2009). A multisensory cortical network for understanding speech in noise. Journal of Cognitive
Neuroscience, 21, 1790-1804.

Cappe, C., Morel, A., & Rouiller, E. M. (2007). Thalamocortical and the dual pattern of corticothalamic projections of the
posterior parietal cortex in macaque monkeys. Newroscience, 146, 1371-1387.

Chandrasekaran, B., Hornickel, J., Skoe, E., Nicol, T., & Kraus, N. (2009). Context-dependent encoding in the human auditory
brainstem relates to hearing speech in noise: Implications for developmental dyslexia. Nexron, 64, 311-319.

Colonius, H., & Diederich, A. (2004). Multisensory interaction in saccadic reaction time: A time-window-of-integration model.
Journal of Cognitive Neuroscience, 16, 1000—1009.

Conrey, B., & Pisoni, D. B. (2006). Auditory-visual speech perception and synchrony detection for speech and nonspeech sig-
nals. The Journal of the Aconstical Society of America, 119, 4065—-4073.

Contemori, G., Oletto, C. M., Cessa, R., Marini, E., Ronconi, L., Battaglini, I.., & Bertamini, M. (2022). Investigating the role
of the foveal cortex in peripheral object discrimination. Scientific Reports, 12, 19952.

Denison, R. N., Driver, J., & Ruff, C. C. (2013). Temporal structure and complexity affect audio-visual correspondence detec-
tion. Frontiers in Psychology, 3, 619.

DiDona, G., & Ronconi, L. (2023). Beta oscillations in vision: A (preconscious) neural mechanism for the dorsal visual stream?
Frontiers in Psychology, 14, 1296483.

Di Dona, G., Scaltritti, M., & Sulpizio, S. (2022). Formant-invariant voice and pitch representations are pre-attentively formed
from constantly varying speech and non-speech stimuli. The European Journal of Neuroscience, 56, 4086—4106. https://doi.
org/10.1111/ejn.15730

Ding, N., Melloni, L., Zhang, H., Tian, X., & Poeppel, D. (2016). Cortical tracking of hierarchical linguistic structures in con-
nected speech. Nature Neuroscience, 19, 158—164.

Doelling, K. B., Arnal, L. H., Ghitza, O., & Poeppel, D. (2014). Acoustic landmarks drive delta—theta oscillations to enable
speech comprehension by facilitating perceptual parsing. Newrolmage, 85, 761-768.

Driver, J., & Noesselt, T. (2008). Multisensory interplay reveals Crossmodal influences on ‘sensory-specific’ brain regions, neu-
ral responses, and judgments. Nexron, 57, 11-23.

Dumas, G., Nadel, J., Soussignan, R., Martinerie, J., & Garnero, L. (2010). Inter-brain synchronization during social interaction.
PLoS One, 5, €12166.

Eg, R., Behne, D., & Griwodz, C. (2015). Audiovisual temporal integration in reverberant environments. Speech Communication,
66, 91-106.

Fain, G. L. (2003). Sensory transduction. Sinauer Associates.

Falchier, A., Clavagnier, S., Barone, P., & Kennedy, H. (2002). Anatomical evidence of multimodal integration in primate striate
cortex. The Journal of Nenroscience, 22, 5749—5759.

Ferri, F., Nikolova, Y. S., Perrucci, M. G., Costantini, M., Ferretti, A., Gatta, V., Huang, Z., Edden, R. A. E., Yue, Q., D'Aurora,
M., Sibille, E., Stuppia, L., Romani, G. L., & Northoff, G. (2017). A neural “tuning curve” for multisensory experience
and cognitive-perceptual schizotypy. Schizophrenia Bulletin, 43, 801-813.

Ferri, F., Venskus, A., Fotia, F., Cooke, J., & Romei, V. (2018). Higher proneness to multisensory illusions is driven by reduced
temporal sensitivity in people with high schizotypal traits. Conscionsness and Cognition, 65, 263—270.

Fiebelkorn, I. C., Saalmann, Y. B., & Kastner, S. (2013). Rhythmic sampling within and between objects despite sustained atten-
tion at a cued location. Current Biology, 23, 2553-2558.

Fujisaki, W., & Nishida, S. (2005). Temporal frequency characteristics of synchrony—asynchrony discrimination of audio-visual
signals. Experimental Brain Research, 166, 455—464.

Fujisaki, W., & Nishida, S. (2007). Feature-based processing of audio-visual synchrony perception revealed by random pulse
trains. Zsion Research, 47, 1075-1093.

Ghazanfar, A., & Schroeder, C. (2006). Is neocortex essentially multisensory? Trends in Cognitive Sciences, 10, 278—285.

Grant, K. W., & Seitz, P.-F. (2000). The use of visible speech cues for improving auditory detection of spoken sentences. The
Journal of the Acoustical Society of America, 108, 1197-1208.

Grassi, M., & Casco, C. (2010). Audiovisual bounce-inducing effect: When sound congruence affects grouping in vision.
Attention, Perception, & Psychophysics, 72, 378-386.

Hackett, T. A., de la Mothe, L. A., Ulbert, 1., Karmos, G., Smiley, J., & Schroeder, C. E. (2007). Multisensory convergence in
auditory cortex, II. Thalamocortical connections of the caudal superior temporal plane. Journal of Comparative Nenrology,
502,924-952.

Hairston, W. D., Burdette, J. H., Flowers, D. L., Wood, F. B., & Wallace, M. T. (2005). Altered temporal profile of visual—-audi-
tory multisensory interactions in dyslexia. Experimental Brain Research, 166, 474—480.

Helfrich, R. F., Fiebelkorn, I. C., Szczepanski, S. M., Lin, J. J., Parvizi, ., Knight, R. T., & Kastner, S. (2018). Neural mechanisms
of sustained attention are rhythmic. Nexron, 99, 854—865.¢5.

Hillock-Dunn, A., Grantham, D. W., & Wallace, M. T. (2016). The temporal binding window for audiovisual speech: Children
are like little adults. Neuropsychologia, 88, 74—82.

a0 'S6287702

wouy

SUONIPUOD Pue SWLB | 3U) 885 *[5202/60/2T] U0 AkeiqiTaUIUO AB1IM * 0BA 1Q IPNIS 1iBeq AISIBAIUN - 1U0oUOY ©aN Ad 62002 dOIA/TTTT OT/I0P/W0D AN A

folm

5UB017 SUOWIWLOD) A1) 3 el |dde ay Ag paunob ae sspire YO ‘@8N Jo Sajni 1o} ARiqiauluQ 8| uo


https://doi.org/10.1111/ejn.15730
https://doi.org/10.1111/ejn.15730

MULTISENSORY INTEGRATION OF (AR)RHYTHMIC INPUT 21

Ishida, M. (2021). Perceptual restoration of locally time-reversed speech: Non-native listeners' performance in their L2 vs. L1.
Attention, Perception, & Psychophysics, 83, 2675-2693.

Keitel, A., Gross, J., & Kayser, C. (2018). Perceptually relevant speech tracking in auditory and motor cortex reflects distinct
linguistic features. PLoS Biology, 16, ¢2004473.

King, A. J., & Palmer, A. R. (1985). Integration of visual and auditory information in bimodal neurones in the Guinea-pig supe-
rior colliculus. Experimental Brain Research, 60, 492—500.

Kohler, K. J. (2009). Rhythm in speech and language: A new research paradigm. Phonetica, 66, 29—45.

Lakatos, P., Chen, C.-M., O'Connell, M. N., Mills, A., & Schroeder, C. E. (2007). Neuronal oscillations and multisensory intet-
action in primary auditory cortex. Newuron, 53, 279-292.

Lakatos, P., Gross, J., & Thut, G. (2019). A new unifying account of the roles of neuronal entrainment. Current Biology, 29,
R890-RY05.

Lakatos, P., Karmos, G., Mehta, A. D., Ulbert, I., & Schroeder, C. E. (2008). Entrainment of neuronal oscillations as a mecha-
nism of attentional selection. Science, 320, 110-113.

Lakatos, P., O'Connell, M. N., Barczak, A., Mills, A., Javitt, D. C., & Schroeder, C. E. (2009). The leading sense: Supramodal
control of neurophysiological context by attention. Nexron, 64, 419—430.

Landau, A. N., & Fries, P. (2012). Attention samples stimuli thythmically. Current Biology, 22, 1000-1004.

Maddox, R. K., Atilgan, H., Bizley, J. K., & Lee, A. K. (2015). Auditory selective attention is enhanced by a task-irrelevant tem-
porally coherent visual stimulus in human listeners. el_7fe, 4, €04995.

Mai, G., & Wang, W.S.-Y. (2023). Distinct roles of delta- and theta-band neural tracking for sharpening and predictive coding of
multi-level speech features during spoken language processing. Human Brain Mapping, 44, 6149—6172.

Maier, J. X., Di Luca, M., & Noppeney, U. (2011). Audiovisual asynchrony detection in human speech. Journal of Experimental
Psychology: Human Perception and Performance, 37, 245-256.

Marklund, E., Gustavsson, L., Kallioinen, P., & Schwarz, I.-C. (2020). N1 repetition-attenuation for acoustically variable speech
and spectrally rotated speech. Frontiers in Human Nenroscience, 14, 534804.

Marques, L. M., Lapenta, O. M., Costa, T. L., & Boggio, P. S. (2016). Multisensory integration processes underlying speech
perception as revealed by the McGurk illusion. Langnage, Cognition and Neuroscience, 31, 1115—1129.

Marsicano, G., Bertini, C., & Ronconi, L. (2023). Alpha-band sensory entrainment improves audiovisual temporal acuity.
Psychonomic Bulletin & Review, 31(2), 874—885.

Marsicano, G., Cerpelloni, F., Melcher, D., & Ronconi, L. (2022). Lower multisensory temporal acuity in individuals with high
schizotypal traits: A web-based study. Scientific Reports, 12, 2782.

Marsicano, G., Garofalo, S., Ronconi, L., & Bertini, C. (2025). Autistic and schizotypal traits influence audiovisual temporal
binding window malleability following alpha-band entrainment. Bio/ogical Psychology, 199, 109082.

Martin, A. E. (2020). A compositional neural architecture for language. Journal of Cognitive Neuroscience, 32, 1407-1427.

MATLAB. (2020). Version 9.9.0.1495850 (R2020b) update 1. The MathWorks Inc.

Mcgurk, H., & Macdonald, J. (1976). Hearing lips and seeing voices. Nature, 264, T746—748.

Mercier, M. R., Foxe, |. J., Fiebelkorn, 1. C., Butler, J. S., Schwartz, T. H., & Molholm, S. (2013). Auditory-driven phase reset in
visual cortex: Human electrocorticography reveals mechanisms of early multisensory integration. Neurolmage, 79, 19-29.

Meyer, L., Sun, Y., & Martin, A. E. (2020). Synchronous, but not entrained: Exogenous and endogenous cortical rthythms of
speech and language processing. Langnage, Cognition and Neuroscience, 35, 1089—-1099.

Miller, L. M., & D'esposito, M. (2005). Perceptual fusion and stimulus coincidence in the cross-modal integration of speech.
Journal of Neuroscience, 25, 5884—5893.

Munhall, K. G., & Vatikiotis-Bateson, E. (2004). Spatial and temporal constraints on audiovisual speech perception. In G. A.
Calvert, C. Spence, & B. E. Stein (Eds.), The handbook of multisensory processes (pp. 177-188). Boston Review.

Murray, M. M., Lewkowicz, D. J., Amedi, A., & Wallace, M. T. (2016). Multisensory processes: A balancing act across the lifes-
pan. Trends in Nenrosciences, 39, 567-579.

Noel, J.-P., De Niear, M., Van der Burg, E., & Wallace, M. T. (2016). Audiovisual simultanecity judgment and rapid recalibration
throughout the lifespan. PLoS One, 11, ¢0161698.

Pasqualotto, A., Dumitru, M. L., & Myachykov, A. (2016). Multisensory integration: Brain, body, and world. Frontiers in Psychology,
6, 2046.

Peelle, J. E., & Davis, M. H. (2012). Neural oscillations carry speech rhythm through to comprehension. Frontiers in Psychology,
3, 320.

Peelle, J. E., & Sommers, M. S. (2015). Prediction and constraint in audiovisual speech perception. Cortex, 68, 169—181.

Peirce, J. W. (2007). PsychoPy—Psychophysics software in python. Journal of Neuroscience Methods, 162, 8—13.

Poeppel, D., & Assaneo, M. F. (2020). Speech rhythms and their neural foundations. Naure Reviews Neuroscience, 21, 322—334.

Péppel, E., Ruhnau, E., Schill, K., & Steinbiichel, N. (1990). A hypothesis concerning timing in the brain. In H. Haken &
M. Stadler (Eds.), Synergetics of cognition: Proceedings of the international symposinm at Schlof§ Elman, Bavaria, June 4—8, 1989 (pp.
144-149). Springer.

R Core Team. (2020). R: A language and environment for statistical computing. R Foundation for Statistical Computing.

Recanzone, G. H. (2009). Interactions of auditory and visual stimuli in space and time. Hearing Research, 258, 89—-99.

Remez, R. E., Ferro, D. F., Wissig, S. C., & Landau, C. A. (2008). Asynchrony tolerance in the perceptual organization of speech.
Psychonomic Bulletin & Review, 15, 861—865.

a0 'S6287702

wouy

SUONIPUOD Pue SWLB | 3U) 885 *[5202/60/2T] U0 AkeiqiTaUIUO AB1IM * 0BA 1Q IPNIS 1iBeq AISIBAIUN - 1U0oUOY ©aN Ad 62002 dOIA/TTTT OT/I0P/W0D AN A

folm

5UB017 SUOWIWLOD) A1) 3 el |dde ay Ag paunob ae sspire YO ‘@8N Jo Sajni 1o} ARiqiauluQ 8| uo



22 ZAMFIRA ET AL.

Roach, N. W., Heron, J., Whitaker, D., & McGraw, P. V. (2011). Asynchrony adaptation reveals neural population code for audio-
visual timing. Proceedings of the Royal Society B: Biological Sciences, 278, 1314—1322.

Romei, V., Thut, G., Mok, R. M., Schyns, P. G., & Driver, J. (2012). Causal implication by rhythmic transcranial magnetic stim-
ulation of alpha frequency in feature-based local vs. global attention: Causal role of alpha in featural attention. Ewuropean
Journal of Neuroscience, 35, 968—974.

Ronconi, L., Balestrieri, E., Baldauf, D., & Melcher, D. (2023). Distinct cortical networks subserve Spatio-temporal sampling in
vision through different oscillatory rhythms. Journal of Cognitive Neuroscience, 36, 572—589. https://doi.org/10.1162/jocn_a_
02006

Ronconi, L., & Bellacosa Marotti, R. (2017). Awareness in the crowd: Beta power and alpha phase of prestimulus oscillations
predict object discrimination in visual crowding. Conscionsness and Cognition, 54, 36—46.

Ronconi, L., & Melcher, D. (2017). The role of oscillatory phase in determining the temporal Organization of Perception:
Evidence from sensory entrainment. The Journal of Neuroscience, 37,10636—10644.

Ronconi, L., Pincham, H. L., Sztcs, D., & Facoetti, A. (2016). Inducing attention not to blink: Auditory entrainment improves
conscious visual processing. Psychological Research, 80, 774—784.

Ronconi, L., Vitale, A., Federici, A., Mazzoni, N., Battaglini, L., Molteni, M., & Casartelli, L. (2023). Neural dynamics driving
audio-visual integration in autism. Cerebral Cortex, 33, 543-556.

Shahin, A. J., Shen, S., & Kerlin, J. R. (2017). Tolerance for audiovisual asynchrony is enhanced by the spectrotemporal fidelity
of the speaket's mouth movements and speech. Langnage, Cognition and Neuroscience, 32, 1102—1118.

Spence, C. (2007). Audiovisual multisensory integration. Acoustical Science and Technology, 28, 61-70.

Spence, C., & Squire, S. (2003). Multisensory integration: Maintaining the perception of synchrony. Current Biology, 13,
R519-R521.

Stein, B. E., & Stanford, T. R. (2008). Multisensory integration: Current issues from the perspective of the single neuron. Nazure
Reviews Neuroscience, 9, 255-260.

Steinmetzger, K., & Rosen, S. (2017). Effects of acoustic periodicity and intelligibility on the neural oscillations in response to
speech. Neuropsychologia, 95, 173—181.

Stevenson, R. A., Ghose, D., Fister, J. K., Sarko, D. K., Altieri, N. A., Nidiffer, A. R., Kurela, L. R., Siemann, J. K., James, T.
W., & Wallace, M. T. (2014). Identifying and quantifying multisensory integration: A tutorial review. Brain Topography, 27,
707-730.

Stevenson, R. A., Sheffield, S. W., Butera, I. M., Gifford, R. H., & Wallace, M. T. (2017). Multisensory integration in Cochlear
implant recipients. Ear and Hearing, 38, 521-538.

Stevenson, R. A., & Wallace, M. T. (2013). Multisensory temporal integration: Task and stimulus dependencies. Experimental
Brain Research, 227, 249-261.

Stevenson, R. A., Zemtsov, R. K., & Wallace, M. T. (2012). Individual differences in the multisensory temporal binding win-
dow predict susceptibility to audiovisual illusions. Journal of Experimental Psychology: Human Perception and Performance, 38,
1517-1529.

van Atteveldt, N., Murray, M. M., Thut, G., & Schroeder, C. E. (2014). Multisensory integration: Flexible use of general opera-
tions. Neuron, 81, 1240-1253.

van Atteveldt, N. M., Formisano, E., Goebel, R., & Blomert, L.. (2007). Top—down task effects overrule automatic multisensory
responses to letter—sound pairs in auditory association cortex. Newrolmage, 36, 1345-1360.

Van Wassenhove, V., Grant, K. W., & Poeppel, D. (2007). Temporal window of integration in auditory-visual speech perception.
Neuropsychologia, 45, 598—607.

Vatakis, A., Ghazanfar, A. A., & Spence, C. (2008). Facilitation of multisensory integration by the “unity effect” reveals that
speech is special. Journal of Vision, 8, 14.

Vatakis, A., & Spence, C. (2008). Evaluating the influence of the ‘unity assumption’ on the temporal perception of realistic
audiovisual stimuli. Acta Psychologica, 127, 12—23.

Venezia, J. H., Thurman, S. M., Matchin, W., George, S. E., & Hickok, G. (2016). Timing in audiovisual speech perception: A
mini review and new psychophysical data. A#tention, Perception, & Psychophysics, 78, 583—601.

Vroomen, |., & Keetels, M. (2010). Perception of intersensory synchrony: A tutorial review. A#tention, Perception, & Psychophysics,
72, 871-884.

Vroomen, J., & Stekelenburg, J. J. (2011). Perception of intersensory synchrony in audiovisual speech: Not that special. Cognition,
118, 75-83.

Wallace, M. T., & Stevenson, R. A. (2014). The construct of the multisensory temporal binding window and its dysregulation in
developmental disabilities. Neuropsychologia, 64, 105123,

Wiass, S. V., Whitehorn, M., Marriott Haresign, 1., Phillips, E., & Leong, V. (2020). Interpersonal neural entrainment during
early social interaction. Trends in Cognitive Sciences, 24, 329-342.

Welch, R. B., DutionHurt, L. D., & Warren, D. H. (1986). Contributions of audition and vision to temporal rate perception.
Perception & Psychophysics, 39, 294-300.

Welch, R. B., & Warren, D. H. (1980). Immediate perceptual response to intersensory discrepancy. Psychological Bulletin, 88,
638—667.

Wittmann, M. (2009). The inner experience of time. Philosophical Transactions of the Royal Society, B: Biological Sciences, 364, 1955-1967.

a0 'S6287702

wouy

SUONIPUOD Pue SWLB | 3U) 885 *[5202/60/2T] U0 AkeiqiTaUIUO AB1IM * 0BA 1Q IPNIS 1iBeq AISIBAIUN - 1U0oUOY ©aN Ad 62002 dOIA/TTTT OT/I0P/W0D AN A

folm

5UB017 SUOWIWLOD) A1) 3 el |dde ay Ag paunob ae sspire YO ‘@8N Jo Sajni 1o} ARiqiauluQ 8| uo


https://doi.org/10.1162/jocn_a_02006
https://doi.org/10.1162/jocn_a_02006

MULTISENSORY INTEGRATION OF (AR)RHYTHMIC INPUT 23

Yun, K., Watanabe, K., & Shimojo, S. (2012). Interpersonal body and neural synchronization as a marker of implicit social
interaction. Scientific Reports, 2, 959.

Zampini, M., Guest, S., Shore, D. 1., & Spence, C. (2005). Audio-visual simultaneity judgments. Perception & Psychophysics, 67,
531-544.

Zhou, H., Cheung, E. F., & Chan, R. C. (2020). Audiovisual temporal integration: Cognitive processing, neural mechanisms,
developmental trajectory and potential interventions. Nexropsychologia, 140, 107396.

Zierul, B., Tong, |., Bruns, P., & Réder, B. (2019). Reduced multisensory integration of self-initiated stimuli. Cognition, 182,
349-359.

Zoefel, B., Ten Oever, S., & Sack, A. T. (2018). The involvement of endogenous neural oscillations in the processing of rhythmic

input: More than a regular repetition of evoked neural responses. Frontiers in Neuroscience, 12, 95.

How to cite this article: Zamfira, D. A., Di Dona, G., Marsicano, G., Battista, M., Battaglini,
L., & Ronconi, L. (2025). The rhythm of sensory input shapes audio-visual temporal processing.
British Journal of Psychology, 00, 1-23. https://doi.org/10.1111/bjop.70029

a0 'S6287702

wouy

SUONIPUOD Pue SWLB | 3U) 885 *[5202/60/2T] U0 AkeiqiTaUIUO AB1IM * 0BA 1Q IPNIS 1iBeq AISIBAIUN - 1U0oUOY ©aN Ad 62002 dOIA/TTTT OT/I0P/W0D AN A

folm

5UB017 SUOWIWLOD) A1) 3 el |dde ay Ag paunob ae sspire YO ‘@8N Jo Sajni 1o} ARiqiauluQ 8| uo


https://doi.org/10.1111/bjop.70029

	The rhythm of sensory input shapes audio-visual temporal processing
	Abstract
	BACKGROUND
	EXPERIMENT 1
	Materials and methods
	Participants
	Stimuli and procedure

	Data analysis
	Results

	EXPERIMENT 2
	Materials and methods
	Participants
	Stimuli and procedure

	Data analysis
	Results

	EXPERIMENT 3
	Materials and methods
	Participants
	Stimuli and procedure

	Data analysis
	Results

	DISCUSSION
	AUTHOR CONTRIBUTIONS
	FUNDING INFORMATION
	CONFLICT OF INTEREST STATEMENT
	DATA AVAILABILITY STATEMENT
	ORCID
	REFERENCES


